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Recent advances in potato genomics, transcriptomics, and transgenics
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Abstract: Sustainable potato production practices are crucial for food security and social sustainability in the future since potato is a
highly nutritious food and it is considered as one of the most promising crops to reduce human hunger and poverty in the world due to its
high yield potential. However, being a temperate crop, potato is exposed to various environmental stresses, including extended periods
of drought and heat. The majority of potato genomics, transcriptomics, and transgenics studies concentrate on the characterization of
molecular mechanisms governing cold hardiness of tubers and response and tolerance mechanisms against diseases. Likewise, potato
breeding studies focus on increasing the yield, extending the postharvest storage, and developing cultivars that withstand biotic stresses.
The number of genomics, transcriptomics, and transgenics studies of drought and heat tolerance in potato is limited, although they are
necessary state-of-the-art research procedures to characterize and identify the regulatory mechanism underlying any stresses in order to
develop new crop varieties that can tolerate harsh environmental conditions. For these reasons, this review focuses on recent advances
in genomics, transcriptomics, and transgenics of drought and heat tolerance in potato.
Key words: Potato, miRNA, transcriptomics, genomics, QTLs, drought, heat, stress, transgenics

1. Introduction
Potato (Solanum tuberosum L.) was first domesticated
in the highlands of South America and nowadays is
cultivated worldwide in Europe, Asia, North America,
Africa, and Oceania, in decreasing order of production
share (FAO, 2009). Following rice and wheat, potato is
the third most produced food crop and the first noncereal
crop in the world with an annual production of 376 × 106 t
on a total of 19.3 × 106 ha at an average yield of 19.5 t/ha in
2013 (FAO, 2009). The majority of the annual world potato
production is contributed by developing countries, where
it is cultivated in marginal areas prone to environmental
anomalies. Potato yields vary among countries between
2.5 and 45.9 t/ha, with developing countries obtaining
the lowest potato yields (McGregor, 2007). Although the
average annual potato production has been risen in the last
two decades, this increase was mainly due to an increase
in the cultivated area, whereas the average yield rates
remained nearly stable in developing countries (Walker et
al., 2011). Potato is used as a vegetable widely in the food
industry in various forms, including table potato, French
* Correspondence: emreaksoy@nigde.edu.tr
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fries, chips, mash, flour, alcohol, and starch. It is also
utilized in animal feeding, fuel production, and industrial
purposes (Ortiz et al., 2004; Gerbens-Leenes et al., 2009).
Potato is a staple food with its potential in fighting against
malnutrition in both developed and developing countries
since potato tubers are known sources of carbohydrates,
proteins, vitamins, and minerals (Çalışkan et al.,
2010). Besides being a highly nutritious food, potato is
considered as one of the most promising crops to reduce
human hunger and poverty in the world due to its high
yield potential as reflected by a very high harvesting index
value above 75% (Scott et al., 2000; Thiele et al., 2010). For
these reasons, sustainable potato production practices are
crucial for food security and social sustainability in the
future under ever-changing environmental conditions.
Being a temperate-zone crop, potato growth and
productivity are limited by its sensitivity against various
abiotic stresses such as drought, salinity, and high/low
temperatures (Kikuchi et al., 2015). Although potato
shows a higher harvesting index than other major crops
(FAO, 2009) and exhibits higher energy productivity
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(5600 kcal) than other crops, such as maize (3860 kcal),
wheat (2300 kcal), and rice (2000 kcal) under sufficient
irrigation (Renault and Wallender, 2000), it is more
sensitive to drought stress due to its shallow root system
(Yuan et al., 2003). Limited water supplies lead to potato
production losses in areas with inconsistent rainfall or
poor irrigation (Evers et al., 2010; Thiele et al., 2010). In
addition to drought, potato is also affected by heat stress,
mainly in tropic and subtropic regions, since it prefers a
cool environment (Simmonds, 1971). Indeed, temperature
fluctuations are considered to be the most significant
overwhelming environmental factors influencing the
quality and yield of potato (Levy and Veilleux, 2007).
The loss in total potato yield is expected to reach up to
32% by 2050 (Hijmans, 2003). The main reason for
this much reduction in the yield is gradual increase in
global temperatures causing higher water demands for
agricultural production. Optimal tuber yield is achieved
when potato plants are grown at average day temperatures
of 14–22 °C (Van Dam et al., 1996). Soil temperature higher
than 18 °C causes tuber yield losses when combined with
high ambient air temperature (Monneveux et al., 2014),
whereas tuber growth is inhibited at temperatures above 25
°C and the growth of above-ground parts is limited when
temperatures reach above 39 °C (Donnelly et al., 2007).
The severity of decline in tuber quality and yield increases
when heat stress accompanies drought stress (Ahn et al.,
2004). Potato yield is also influenced drastically by low
temperatures because it is a temperate crop that cannot
acclimate to frost, which is a major concern that causes
damage to crops (Chen and Li, 1980; Barrientos et al.,
1994; Vega and Bamberg, 1995).
The frequency and severity of drought conditions as
a result of increasing global temperatures are expected to
worsen in the following decades, leading to reductions in
potato production (Hijmans, 2003). High temperatures
and drought could also affect the nutritional quality
of tubers by reducing dry matter and accumulation of
nutrition (Haverkort and Verhagen, 2008; Lipiec et al.,
2013). Yield losses combined with low crop quality could
drastically impact the economic output and the overall
human food supply (Simelton et al., 2012).
In the last decades, potato breeding has concentrated
on improving the yield of final product at lower
production costs, reducing the use of chemicals in
the field, increasing the cold hardiness of tubers, and
extending the postharvest storage duration. Breeders
have not focused on improving potato characteristics to
tolerate drought and heat for a long time (Thiele et al.,
2010; Monneveux et al., 2013). Recent developments in
molecular genetics and genomics of crop species, and
extensive knowledge obtained from studies of model
plants, provide great opportunities for understanding

the genetic basis of drought and heat tolerance in order
to identify the individual component traits and breed
potato plants for favorable alleles in the underlying genes
(Tuberosa, 2012). Moreover, developments in transgenic
potato research and integration of knowledge obtained
from wild relatives may also facilitate the improvement of
new drought- and heat-tolerant potato lines (Kikuchi et
al., 2015). For these reasons, this review focuses on recent
advances in genomics, transcriptomics, and transgenics of
drought and heat tolerance in potato.
2. Potato genomics in drought and heat stresses
The most cultivated potato varieties in the world belong to
tetraploid (2n = 4x = 48) S. tuberosum subsp. tuberosum;
however, various potato species with different ploidy
levels are also cultivated, particularly in South America
(Watanabe, 2015). The triploid and pentaploid species
are grown only in the highlands of the Andes, but
diploid species are grown more widely than triploid and
pentaploid ones. Tetraploid and polyploid varieties are
self-compatible while diploid cultivars are generally selfincompatible (Pal and Nath, 1942; Cipar et al., 1964).
Although tetraploid potato clones are self-compatible, they
undergo inbreeding depression and are therefore usually
heterozygous (Gebhardt et al., 2007). Complex genetic
inheritance and heterozygosity of the cultivated potato
(S. tuberosum subsp. tuberosum) complicate the genetic
mapping. To limit the complexity of potato genetics,
diploid (2n = 2x = 24) individuals are frequently used
as parents for molecular mapping studies (Simko et al.,
2007). Diploids can be derived from tetraploid genotypes
through anther or pollen culture, or through interspecific
hybridization with certain genotypes of Solanum phureja
(2n = 2x = 24). However, the self-incompatibility feature
of diploid potatoes prevents development of pure lines.
Therefore, a number of common mapping approaches
based on homozygous lines cannot be applied in potato
unlike in other crops; instead, an F1-hybrid population
can be used for genetic mapping in potato (Simko et al.,
2007).
Self-incompatibility of diploid wild potato relatives
results in an extremely large secondary gene pool full of
genetic variation. They are outcrossing and, consequently,
heterozygous parents generate segregating F1 progeny.
Since potato shows vegetative propagation (tubers),
addition of outcrossing results in naturally abundant
phenotypic and genotypic variations in the potato gene
pool under variable climatic conditions (Cipar et al., 1964).
In this way, the potato resembles humans. Therefore,
the models and methods developed in human genetics
derived from the Human Genome Project can serve as
a model for developing original breeding strategies for
potato (Gebhardt et al., 2007).
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Many quantitative trait loci (QTLs) for yield,
agronomic, and quality traits have been identified in
potato (Gebhardt et al., 1991; Freyre et al., 1994; Van Eck
et al., 1994a, 1994b; Schäfer-Pregl et al., 1998; Werij et al.,
2007; Bradshaw et al., 2008; Śliwka et al., 2008). However,
quite a small number of QTLs have been identified for
traits of abiotic stress tolerance in potato, and all identified
QTLs to date are related to only drought tolerance traits.
In the first QTL study for drought tolerance in potato, a
total of 23 QTLs were identified from control, PEG stress,
and recovery treatments under in vitro conditions. Among
these, 10 QTLs were located on chromosome 2, and
three QTLs involved in trait of root-to-shoot ratio were
identified on linkage groups 2, 3, and 8. In another study
by the same group, a total of 47 QTLs were identified in
a diploid potato mapping population under well-watered,
drought, and recovery conditions (Anithakumari et al.,
2012). Among them, 28 QTLs were drought-specific, 17
were specific to the recovery treatment, and 2 were unique
to the well-watered condition. Thirty-one significant
QTLs were located on chromosomes 5 and 4 for different
traits in drought, recovery, and well-watered conditions.
Four QTLs for δ13C, three for chlorophyll content, and
one for chlorophyll fluorescence (Fv/Fm) were detected
to colocalize with yield and other growth trait QTLs
identified on other chromosomes.
To date, a limited number of QTLs for complex traits of
drought tolerance have been detected by traditional QTL
mapping approach. Association mapping is considered as
an alternative approach to the traditional QTL mapping
for the identification of QTLs. The main advantages of
association mapping include: 1) no need to make crosses
to generate segregating populations; 2) a collection of
various cultivars and breeding lines can be utilized for
mapping studies; 3) higher mapping resolution may be
reached with many more meiotic recombination events.
In view of the advantages and applications of association
mapping, it can be applied in potato to develop molecular
markers for drought tolerance.
3. Potato transcriptomics in drought and heat stresses
Accounting for 26% among all environmental stresses,
drought is the most important stress factor that plants face
(Blum and Jordan, 1985). Detrimental effects of drought
on plants can be observed at the whole-plant level as the
death of plants and/or decrease in productivity (Parida
and Das, 2005). Drought decreases vegetative potato plant
growth (leaves, stems, shoots, and roots) (Ojala et al., 1990;
Deblonde and Ledent, 2001), development (Mahajan and
Tuteja, 2005; Kar and Kumar, 2007), and production by
reducing the number (Eiasu et al., 2007), size (Schafleitner
et al., 2007), and quality (Deblonde and Ledent, 2001)
of the tubers. Drought stress mainly influences the final

922

potato yield at two stages of potato development, namely
tuber initiation and tuber bulking (Martinez et al., 1995).
Considered to be the most important environmental
factor influencing the quality and yield of potato (Levy
and Veilleux, 2007), high temperature affects various
biochemical and physiological processes in potato plants.
High temperature negatively affects the tuber initiation and
development by inhibiting the tuberization signal, StSP6A,
which is an orthologue of the Arabidopsis FLOWERING
LOCUS T (FT) protein (Ewing, 1981; Navarro et al.,
2011). High temperature also causes nutrient sourcesink problems by decreasing the carbon assimilation in
tubers (Wolf et al., 1990, 1991) and inhibits tuber filling
(Krauss and Marschner, 1984). Hence, high temperature,
in turn, leads to reduced tuber quality and yield (Borah
and Milthorpe, 1962). Heat stress also causes a decrease
in photosynthesis by decreasing the gas exchange and
chlorophyll biosynthesis (Reynolds et al., 1990; Midmore
and Prange, 1992).
Both drought and heat cause osmotic and oxidative
stresses in plants. Plants have evolved different defense
mechanisms, such as avoidance and tolerance, activated
under osmotic and oxidative stresses (Kalefetoğlu and
Ekmekci, 2005). The avoidance of drought stress is one
of the most crucial issues in potato production. Extended
periods of drought or high temperatures lead to the
production of reactive oxygen species (ROS), which
are cytotoxic in high concentrations. Because ROS are
toxic but also participate in signaling events, plant cells
require at least two different mechanisms to regulate their
intracellular ROS concentrations by scavenging of ROS:
one that will enable the fine modulation of low levels
of ROS for signaling purposes, and one that will enable
the detoxification of excess ROS, especially during stress
(Mittler, 2002). Potato plants have developed a plethora of
biochemical and molecular mechanisms to cope with the
deleterious effects of ROS in the cells. These systems are
called antioxidant protection mechanisms. Biochemical
strategies include synthesis of compatible solutes, changes
in the photosynthetic pathway, alteration in membrane
structures, and induction of antioxidant enzymes and
plant hormones (Parida and Das, 2005). Detrimental
effects of all environmental stress types on potato plants
can be observed at the transcription level. Responses to
drought and heat stress may occur within a few seconds
(such as a change in the phosphorylation status of a
protein) or within minutes and hours (such as a change
in gene expression) (Zhu, 2002). Stress responsive genes
can be divided into two categories as ‘early-response
genes’ and ‘delayed-response genes’. Early-response genes
are induced very quickly and often transiently. Their
induction does not require new protein synthesis because
all signaling components are already in place. Delayed-
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response genes are activated by stress more slowly, and
their expression is often sustained. They constitute the
vast majority of the stress-responsive genes. The earlyresponse genes typically encode transcription factors
that activate downstream delayed-response genes, which
take a role in stress tolerance (Kalefetoğlu and Ekmekci,
2005; Sreenivasulu et al., 2007). Hence, understanding the
transcriptomic changes in potato under drought and high
temperature conditions is essential to identify the response
and tolerance mechanisms. Identification of drought and
heat response/tolerance genes of potato would assist the
molecular breeding of new potato lines tolerant to drought
stress.
To date, several transcriptomic studies have been
completed in potato development and abiotic/biotic
stress response (Bachem et al., 2000; Flinn et al., 2005;
Rensink et al., 2005a; Kloosterman et al., 2008; Evers
et al., 2010; Massa et al., 2011); however, the number
of transcriptomic studies carried out to elucidate the
changes in the gene expression profiles of potato under
drought and high temperature is limited. There are various
studies exploring the expression patterns and functions of
individual genes in potato under drought (Monneveux et
al., 2013). Several studies reported the expression of genes
associated with the production of compatible solutes, such
as glycine betaine, trehalose, glucosylglycerol, and proline,
increase in potato under drought (reviewed by Byun et
al. (2007) and Kikuchi et al. (2015)). In one of the earliest
transcriptomic studies of potato in response to abiotic
stresses, 20,756 expressed sequence tags (ESTs) from a
complementary DNA (cDNA) library were constructed by
pooling messenger ribonucleic acid (mRNA) from heat-,
cold-, salt-, and drought-stressed potato leaves and roots
(Rensink et al., 2005a). In this EST library, 1476 unique
sequences were identified in potato leaves and roots
exposed to abiotic stresses. Previously the majority of
potato transcriptomic studies used a spotted cDNA array
produced by The Institute for Genomic Research (TIGR)
containing around 10,000 cDNA clones (Rensink et al.,
2005b), whereas some researchers designed their own
cDNA arrays (Kloosterman et al., 2005). In these early
studies, stress-induced genes such as late-embryogenesis
abundant proteins, heat shock proteins, and transcription
factors were commonly detected as they have functions
similar to their orthologues in other plant species.
In 2008, the Potato Oligo Consortium (POCI) array
with 44,000 probes representing 42,034 potato unigenes
was developed to intensify the transcriptomic research
of potato (Kloosterman et al., 2008). The array was
incorporated into the functional genomics program of
a Canadian consortium to improve disease resistance
and tuber quality traits of potato (Regan et al., 2006).
Recent developments in high-throughput sequencing

technologies of the whole transcriptome, known as RNASeq, permit the analysis of all transcripts in a sample for
mRNA and miRNA abundance, and detection of aberrant
transcripts and transcript splice variants (Wang et al.,
2009b) without a prior knowledge of the transcriptome
of a studied organism (Morin et al., 2008). Large sets of
RNA-Seq data have been generated from two potato
genotypes, the doubled monoploid S. tuberosum Group
Phureja DM1-3 516 R44 and the heterozygous diploid
breeding line S. tuberosum Group Tuberosum RH89039-16, by the Potato Genome Sequencing Consortium
(PGSC) to facilitate the functional identification of genes
in different plant tissues under various environmental
conditions (Potato Genome Sequencing Consortium,
2011). In order to complement the efforts of the PGSC,
a reference for the potato transcriptome was prepared
from different tissues and biotic/abiotic stresses by using
the Group Phureja clone DM1-3 516R44, whose whole
genome sequence was already completed (Massa et al.,
2011). Transcript abundance of more than 22,000 genes
was quantified from over 550 million RNA-Seq reads,
and genes were classified into 18 gene modules in a
weighted gene correlation network analysis (WGCNA),
which gives an inclusive identification of highly correlated
groups (Zhang and Horvath, 2005). Interestingly, the
majority of the modules included genes exclusively
overrepresented in a specific tissue type, suggesting the
biological variability that accounts for gene expression
differences among tissues is highly correlated with the
type of genes expressed in different tissues. On the other
hand, principal component analysis of biotic and abiotic
stresses showed that the abiotic stresses cluster together
with hormone treatments and this cluster is different from
the cluster of biotic stresses, indicating the involvement
of different gene networks in abiotic and biotic stresses.
Since 30% of the genes identified in this study did not
have a functional annotation, functional characterization
of highly expressed genes among gene modules will be
among future challenges to understand the biological
roles of unknown genes in potato growth, development,
and response to environmental conditions. In a recent
in silico study, RNA-Seq data generated by the PGSC in
response to abiotic and biotic stresses and plant hormone
treatments were analyzed comprehensively (Massa et al.,
2013). This study showed that the number of genes that
overlap between hormone (ABA, BAP, IAA, and GA3)
treatments and abiotic (heat, mannitol, and salt) stresses
is much higher than the ones each share with the biotic
stresses. Seventeen molecular function ontologies were
overrepresented in Gene Ontology enrichment analysis
of common genes of abiotic and hormone treatments.
One of these ontologies included stress-responsive
transcription factors, many of which were induced in
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abiotic and hormone treatments. These proteins belong to
the MYB, APETALA2 (AP2)/ethylene-responsive element
binding factor (ERF), and NAM, ATAF1/2, and CUC2
(NAC) transcription factor families. Almost 53% of these
transcription factors were expressed in one or more of
the stress conditions analyzed, suggesting that different
stress or hormone treatments stimulate common signaling
pathways as well as unique gene networks.
In a recent transcriptomic study of potato under drought
stress, the transcripts that are differentially expressed
under water withholding and rewatering were identified
in order to deepen the understanding of the molecular
mechanism of potato stolon responding to water stimulus
(Gong et al., 2014). For this purpose, Solanum tuberosum
variety Ningshu 4 was either exposed to drought stress for
3 days (as relative soil moisture was reduced to 35%–40%),
or was rewatered and grown for 3 days following the 3 days
of drought stress, or was grown at maximum field waterholding capacity (as a control group) at the flowering
stage. By analyzing the RNA-Seq data generated from
stolon tips of potato plants in each of the three groups,
the researchers identified 3189 and 1797 differentially
expressed transcripts under only drought treatment and
treatment of drought followed by rewatering, respectively.
Of these transcripts, 263 genes showed reverse differential
expression patterns in plants exposed to only drought
and drought followed by rewatering, suggesting that a
strict transcriptional regulation of these genes is very
important for the survival of potato plants under severe
drought conditions. Several of these genes are homologues
of known drought-responsive genes in Arabidopsis,
including a dehydrin, protein phosphatase, auxinresponsive protein, gibberellic acid (GA)-stimulated gene,
calmodulin-like protein, abscisic acid 8’-hydroxylases, and
calcium-transporting ATPase. Interestingly, differentially
expressed genes were classified into metabolism-related
gene ontologies, indicating an obvious impact of water
stimulus on general metabolism (especially that of ABA
and sugar) in stolon tips at the flowering stage of potato
development. Similar to other transcriptomic studies,
several transcription factor genes were also differentially
expressed in stolon tips after drought stress. Differentially
expressed transcription factor genes were classified into
50 different families, with the largest ones belonging to
the bHLH, ERF, MYB, C2H2, NAC, WRKY, HD-ZIP, and
bZIP families, suggesting that a comprehensive symphony
of regulatory pathways is activated under water stress and
recovery in potato.
Comparison of transcriptomic changes among
different potato varieties or clones was the focus of some
transcriptomic studies of potato under drought stress.
In a comparative transcriptomic study of two potato
clones, the transcriptomic changes of leaves from two
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moderately drought-tolerant native Andean potato clones,
SA2563 and Sullu, grown in the field were analyzed using
the TIGR 10K potato cDNA microarray under drought
stress (Schafleitner et al., 2007). A total of 1713 genes
were found to be differentially expressed, and 186 of
these genes were induced in both clones under drought
conditions. These genes were grouped into categories
related to osmotic regulation, control of carbohydrate
metabolism, membrane modifications, consolidation
of cuticles, and cell protection mechanisms, such as
ROS detoxification and protein stabilization. In another
comparative transcriptomic study of two potato clones, the
transcriptomic changes in the leaves of drought-tolerant
clone Sullu and drought-sensitive clone SS2613 were
compared under a continuously increasing drought stress
in a field experiment (Evers et al., 2010). Genes involved
in photosynthesis and carbohydrate metabolisms were
found to be downregulated in Sullu after 28 days of water
withholding, whereas downregulation of photosynthesisrelated genes was observed only after 49 days of water
withholding in SS2613, indicating a slower response of
sensitive clone SS2613 to water withholding. Moreover,
higher levels of osmolyte accumulation, such as galactose,
inositol, galactinol, and proline, were observed in Sullu
under drought stress, suggesting the tolerance mechanisms
of tolerant clone Sullu became less pronounced in this field
water withholding study, while it could still produce three
times higher tuber yields compared to the sensitive clone
SS2613. In another attempt to relate the transcriptomic
differences between potato accessions, accessions Sullu
and Ccompis were compared under drought conditions
in a field at high altitude (Mane et al., 2008). Sullu was
found to tolerate water withdrawal better compared to
Ccompis since the expression levels of genes involved in
antioxidant, flavonoid, and carbohydrate metabolisms
were higher in Sullu, indicating the presence of distinct
molecular and biochemical drought responses in the
two potato accessions leading to yield maintenance but
differential biomass accumulation in vegetative tissues.
One explanation for these observations is that the daytime
temperatures during the field study were higher than the
temperatures potato can tolerate such that the plants were
exposed to a simultaneous drought and high temperature
stresses during the experiment. Therefore, it is necessary
to do these types of drought experiments in temperaturecontrolled growth chambers in order to reduce any
potential additional stresses that may cause unwanted
transcriptomic changes in plants.
In another similar study, the transcriptomic changes
occurring in tubers of three accessions of Solanum
tuberosum subsp. andigena (VTSA01, 02, and 03)
were compared under two cycles of drought stress in
a temperature-controlled greenhouse (Watkinson et
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al., 2006). VTSA01 adapted to the first cycle of water
withholding by recovering the photosynthesis at the end
of the first cycle and maintained this drought adaptation in
the second cycle of water withholding. VTSA02 showed an
intermediate adaptation to water withholding with limited
photosynthetic recovery at the end of the first cycle of
drought while its photosynthetic recovery was improved
at the end of second cycle of drought, suggesting a partial
adaptation to the drought stress. VTSA03 could recover the
photosynthetic activity only after the second cycle of water
withholding, suggesting that it needed an acclimation
period before full recovery. Genes involved in antioxidant
defense, chromatin remodeling, transcriptional control of
gene expression, and flavonoid biosynthesis were highly
upregulated in VTSA01 and moderately in VTSA02,
whereas their induction was not significant in VTSA03.
Interestingly, genes encoding for glutathione-S-transferase
and superoxide dismutase did not respond to drought
stress. Two zinc-finger transcription factors were induced
in tubers of VTSA01 following the first cycle of stress and
in tubers of VTSA02 after the second cycle, while they were
repressed in tubers of VTSA03 after the first cycle of water
withholding. These data suggest two different antioxidant
mechanisms activated under drought adaptation and
acclimation in potato tubers. Antioxidant defense of
metallothioneins is activated at both adaptation and
acclimation stages while genes involved in the flavonoid
pathway are induced in drought adaptation since they
show an induced basal level of expression in droughtadapted accession. Since the tuber development differed
between three accessions of potato exposed to drought
stress, a follow-up transcriptomic study was carried out to
correlate the expression of genes associated with carbon
metabolism with the tuber development phenotypes
under drought (Watkinson et al., 2008). Adapted accession
VTSA01 showed starch deficiency while intermediate
accession VTSA02 showed normal starch deposition
due to the alterations of expression of genes involved in
sucrose and starch metabolism, such as sucrose synthase,
starch phosphorylase, and glycogen bound starch synthase,
as well as genes associated with trehalose and respiration
metabolisms. Taken together, these studies suggest that
the drought adaptation of different potato accessions is
affected by the metabolic networks associated with starch
biosynthesis and deposition in tubers.
In one of the studies, the transcriptome of transgenic
potato overexpressing yeast TREHALOSE-6-PHOSPHATE
SYNTHASE1 (ScTPS1) was compared to that of
nontransformant plants using the POCI microarray in
order to identify the molecular basis of improved drought
tolerance of transgenic potato lines (Kondrak et al.,
2011). Ninety-nine genes were found to be expressed
differentially, and 46 of them were assigned into 16

functional groups. Among those groups, seven genes
associated with carbohydrate metabolism were all found
to be upregulated in transgenic plants. A large proportion
of genes were found to be involved in transcriptional and
translational regulation of gene expression. Interestingly,
it was shown that transgenic potato lines expressing
ScTPS1 under the control of a drought-inducible potato
promoter, StDS2 (Dóczi et al., 2002), grow slower and
have a lower CO2 fixation rate and stomatal density
compared to nontransformants under drought conditions,
although they could tolerate drought more efficiently
than nontransformants (Stiller et al., 2008). Compared to
constitutive promoters, stress-inducible promoters usually
maintain a low level of expression of the regulated gene,
causing negative pleiotropic effects on the plant under
conditions where the product of the expressed gene
is not necessary (Cominelli and Tonelli, 2010). These
pleiotropic effects of ScTPS1 overexpression in potato
may occur due to complex transcriptional, translational,
and posttranslational regulatory mechanisms that interact
to lead to drought tolerance in potato. In a follow-up
study, 379 genes of known function were found to be
differentially expressed in drought-treated StDS2::ScTPS1expressing transgenic potato plants (Kondrák et al., 2012).
Four transcription factors were found to be uniquely
upregulated in transgenic plants, suggesting that they
may be used in generation of drought-tolerant transgenic
potato plants in the future.
Wild Solanum species are adapted to various
environments, growing at different altitudes from sea
level to above 4000 m, and they do so within a broad
range of temperature, photoperiod, and water supplies.
Hence, wild potato species represent a great resource
for genetic variability that can be used by breeders in
identification of traits controlling the drought tolerance
responses. In order to identify the molecular mechanisms
underlying the drought tolerance in wild potato relatives,
transcriptional profiles of two Solanum wild species, S.
venturii and S. cardiophyllum, with contrasting behaviors
under drought stress was carried out recently (Lucca et al.,
2011). Significant differences in transcriptional profiles
between the two wild potato relatives were observed
with differentially expressed genes varying not only in
number but also in their temporal expression profiles.
Drought-sensitive wild potato relative showed little
differential gene expression (235 genes) associated with
cell wall metabolism, transcription, protein metabolism,
and signaling while tolerant species displayed at all times
a massive differential expression comprising 4133 genes.
Species shared 151 differentially expressed genes while
there was a set of differentially expressed genes unique
to each species. This suggests the activation of a general
drought response mechanism in both species while
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different unique strategies are used by each species to
cope with drought. Several unique genes associated with
tolerant species S. cardiophyllum can be used as candidate
genes to develop new potato cultivars with higher drought
tolerance responses in the future.
Improvement of potato heat tolerance has been
moderately successful because there are limited numbers
of studies on understanding the molecular mechanism
of heat tolerance in potato (Broin et al., 2000; Ahn et
al., 2004; Levy and Veilleux, 2007). In order to better
understand the heat tolerance mechanisms of potato, the
key genes and overall network of genes acting in the heat
tolerance of potato should be characterized in more detail.
To our knowledge, only a few studies are available on the
heat response of potato at the molecular level. In one of
the studies, 2190 genes were found to be differentially
expressed in potato leaves when the plants were exposed
to moderately elevated temperatures (30/20 °C, day/night)
for up to 5 weeks (Hancock et al., 2014). Heat-responsive
genes involved in photosynthesis, lipid metabolism, and
amino acid biosynthesis were highly overrepresented at all
time points of stress treatment. In tubers, a total of 2886
genes exhibited major changes in their transcript levels
associated with the different temperature conditions in the
course of stress treatment. Differentially expressed genes
in potato tubers were underrepresented in functional
categories related to cell wall processes, lipid metabolism,
aspects of secondary metabolism, hormone metabolism,
biotic stress, DNA metabolism, and development, whereas
genes involved in RNA metabolism were overrepresented
following moderately high temperature treatment. In
k-means clustering of heat-responsive transcripts of
potato, genes associated with ABA, ethylene, auxin,
and brassinosteroid responses; heat shock proteins and
transcription factors; and genes previously associated with
abiotic stress responses were identified. These data indicate
that the potato plants respond to moderately elevated
temperatures differently than other crops such that
instead of known symptoms of abiotic stress they exhibit
a combination of different biochemical and molecular
pathways during tuber development.
In another study, Gangadhar et al. (2014) used a yeastbased functional screening method to identify, characterize,
and classify high-temperature stress-responsive genes
in potato. A total of 95 potential candidate genes were
identified from heat-stressed potato plants after 2 and 48 h
at 35 °C. The responses of each of 95 genes to various abiotic
stresses were characterized, and 20 genes were found to be
responsive to drought, 14 to salt, and 11 to heat/drought/
salt stresses. Expression patterns of the majority of the 95
candidate genes varied under heat, drought, and salt stress
conditions. Most of these 95 genes were involved in various
cellular metabolisms, signal transduction pathways, stress
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responses, and protein folding mechanisms based on gene
ontology analysis, suggesting a possible role of these genes
in heat tolerance of potato (Gangadhar et al., 2014).
To identify the genes involved in the periderm response
to heat stress, transcriptome profiling of immature tubers
was analyzed under high soil temperatures (33 °C)
(Ginzberg et al., 2009). Stress-related transcripts were
differentially expressed in both the skin and phelloderm
while heat-shock proteins (HSPs) were mainly induced
in the phelloderm and genes involved in plant/microbe
interaction responses were mainly induced in the skin
under heat treatment, suggesting that various gene
networks are activated in different tissues in response to
heat stress.
Rensink et al. (2005b) subjected potato seedlings to
cold (4 °C), heat (35 °C), or salt (100 mM NaCl) stresses
for up to 27 h in order to identify abiotic stress-responsive
genes in potato. A total of 3314 cDNA clones exhibited
a significant differential expression in at least one stress
condition. While 2584 cDNA clones were differentially
expressed under cold stress, 1149 and 998 clones were upor downregulated under salt and heat stresses, respectively.
The functional annotation analysis of differentially
expressed clones showed several transcription factors,
DNA binding proteins, transporter proteins, phosphatases,
and HSPs in response to abiotic stresses. In addition, a
suite of genes with unknown functions were also identified
(Rensink et al., 2005b).
4. Potato miRNAs in response to drought and heat
stresses
MicroRNAs (miRNAs) are endogenous, short (≈21 nt),
noncoding RNAs that play important gene-regulatory
roles in animals and plants by pairing to the mRNAs of
protein-coding genes to direct their posttranscriptional
repression (reviewed by Voinnet (2009)). In addition to
functions in plant development, such as root initiation
and development, leaf development, formation of vascular
bundles, transition from vegetative to generative state, and
flower initiation and development (reviewed by Flynt and
Lai (2008)), miRNAs also have regulatory functions in
hormonal control and adaptation to a variety of biotic and
abiotic stresses (reviewed by Voinnet (2008)).
As of June 2015, there were 8495 plant mature miRNAs
from 72 plant species registered in the miRBase database
(Griffiths-Jones et al., 2006). The targets of many miRNAs
have been predicted by in silico analyses, and some of
them have been experimentally validated in the lab. The
first attempt to identify the miRNAs that function in
development and their targets in potato was done in 2009
(Zhang et al., 2009). In this study, 48 potential miRNAs
were identified in S. tuberosum by in silico comparisons
of known miRNAs from other plants against potato EST,

AKSOY et al. / Turk J Bot

GSS, and nucleotide databases. This first study to identify
potato miRNAs was followed by several other studies (Kim
et al., 2011; Xie et al., 2011; Zhang et al., 2013; Lakhotia et
al., 2014; Ou et al., 2014; Zhang et al., 2014), in which the
number of predicted miRNAs and their potential targets
in potato increased significantly, suggesting that the
prediction algorithms employed to identify new miRNAs
and their targets have improved in recent years.
To date, all genome-wide identification studies of
miRNAs and their targets affected by abiotic stresses in S.
tuberosum concentrated exclusively on the characterization
of miRNAs and their targets under drought conditions.
High-throughput DNA sequencing allowed researchers to
identify various miRNA families affected under drought
stress. In a recent comprehensive deep-sequencing
miRNA study, a total of 458 known and 674 new miRNAs
in control samples was identified, whereas 471 known and
566 novel miRNAs were predicted in drought samples
(Zhang et al., 2014). The researchers proved that 100 of the
known miRNAs were repressed whereas 99 of them were
induced in entire potato leaves under 20 days of drought
stress. Moreover, 151 of the novel miRNAs were repressed
while 119 of them were induced in drought-treated potato
leaves compared to the controls. In addition, a total of 246
target genes of known miRNAs and 214 target genes of
novel miRNAs were identified based on target prediction.
Following the transcript abundance analyses of select
differentially expressed miRNAs and their target mRNAs,
miR811, miR814, miR835, and miR4398 were found to play
roles in posttranscriptional regulation of drought-related
genes in potato. These miRNAs target a MYB transcription
factor, a hydroxyproline-rich glycoprotein, an aquaporin,
and a WRKY transcription factor, respectively. These
miRNAs and target genes showed negative correlations
based on their expression patterns. In one of the studies,
the expression of stu-miR396 gradually increased in
the first 6 h of drought treatment, while the expression
levels of stu-miR156a and stu-miR157a decreased in the
first 3 h of drought and then increased at 6th hour 6 of
treatment, suggesting that these three miRNAs function
as early responders to drought stress and their expressions
are under tight regulation (Hwang et al., 2011a). One of
the known targets of miR396 is the growth-regulating
factor (GRF) family of transcription factors functioning
in leaf and cotyledon growth in Arabidopsis (Kim JH et
al., 2003). Constitutive overexpression of miRNA396
suppresses the expression of 6 GRF targets and alters leaf
growth and stomata development in Arabidopsis (Liu et
al., 2009). stu-miR156a and stu-miR157a target Squamosa
promoter-binding protein (SBP)-box transcription factors
that have regulatory roles in multiple developmental
processes including shoot and flower development (Wu
and Poethig, 2006; Xie et al., 2006; Schwarz et al., 2008;
Wang et al., 2009a; Wu et al., 2009; Jiao et al., 2010).

In a study of miRNAs belonging to the family of
miR171, expression levels of stu-miRNA171a, stumiRNA171b, and stu-miRNA171c were analyzed under
air-drying or 15% polyethylene glycol 6000 (PEG 6000)
(Hwang et al., 2011c). Transcript levels of all three
miRNAs decreased in the first hour of air-drying while
they were induced afterwards until the sixth hour of stress
treatment. Accumulation of stu-miRNA171a transcript
decreased in the first hour of PEG treatment, followed by
an increase in the third hour, and this level was kept steady
thereafter up to 48 h of drought treatment. During airdrying, the transcript level of stu-miRNA171b decreased
in the first hour, and then it recovered back to the control
levels in the third hour and exceeded the control levels
in the sixth hour of stress treatment. Transcript levels of
stu-miRNA171b showed a slight decrease in the first 6
h of PEG treatment while the levels were induced after
12 h of treatment compared to the control conditions.
Although the transcript abundance of stu-miRNA171c
was similar to that of stu-miRNA171a under air-drying
treatment, it decreased in the first hour of PEG treatment
and slightly increased during the course of the experiment,
reaching control levels in 48 h of stress treatment. Targets
of miRNA171 belong to the transcription factors in the
GRAS gene family, which is a plant-specific protein family
named after the first three members: GIBBERELLIC
ACID INSENSITIVE (GAI), REPRESSOR OF GAI
(RGA), and SCARECROW (SCR) (Di Laurenzio et al.,
1996; Peng et al., 1997; Silverstone et al., 1998; Bolle,
2004). They play roles in plant development and signal
transduction, including root development, axillary shoot
development, maintenance of the shoot apical meristem,
light signaling, gibberellic acid (GA) signaling, nodulation
signaling, brassinosteroid (BR) signaling, auxin signaling,
and transcriptional regulation in response to abiotic and
biotic stresses (Xiaolin et al., 2012). There are 33 GRAS
genes in Arabidopsis thaliana, and transcript levels of
some GRAS genes are tightly regulated by miRNAs (Lee
et al., 2008). Transcript accumulation of AtSCL6, 22, and
27 were negatively regulated by miRNA171/miRNA39 in
Arabidopsis. miRNA-dependent cleavage of the mRNAs
was shown when Nicotiana benthamiana leaves were
cotransformed with miRNA171/miRNA39 and AtSCL6
or AtSCL22 (Llave et al., 2002). This mRNA cleavage was
developmentally controlled as the truncated RNAs can
only be detected in inflorescence tissue. Interestingly,
GRAS proteins contain a variable N-terminal domain
(N-domain), which causes them to resemble eukaryotic
intrinsically disordered proteins (IDPs) that interact
with large numbers of diverse proteins, acting as network
hubs in various vital processes (Wright and Dyson, 1999;
Uversky et al., 2005; Patil and Nakamura, 2006; Radivojac
et al., 2007). Hence, miRNA-based posttranscriptional
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regulation of GRAS proteins is necessary since these
proteins are key regulators of cross-talk between different
signaling networks activated under environmental stresses
(Sun et al., 2011).
In another similar study, the transcript abundances of
stu-miRNA172c, stu-miRNA172d, and stu-miRNA172e
were found to be affected by drought treatment (Hwang et
al., 2011b). Transcripts of stu-miR172c and stu-miR172d
accumulated more in drought-treated potato plants while
the transcript level of stu-miRNA172e was not affected by
drought. Arabidopsis miRNA172 is a negative regulator of
plant-specific transcription factor gene APETALA2 (AP2)
(Chen, 2004) and AP2-like genes, including TARGET OF
EAT1 (TOE1), TOE2, TOE3, SCHLAFMUTZE (SMZ),
and SCHNARCHZAPFEN (SNZ) (Aukerman and Sakai,
2003; Schmid et al., 2003). AP2 is a floral organ identity
gene playing key roles in meristem identity during floral
development (Drews et al., 1991). AP2-like genes, on
the other hand, mainly act as flowering repressors by
involvement in the determination of time of flowering
(Jung et al., 2007; Mathieu et al., 2009). The transcript
abundance of miRNA172a, b, and c reach maximum when
plants are in the reproductive growth stage, while the
transcript levels of miRNA172d and e are always very low
and not affected by developmental processes (Jung et al.,
2007). Interestingly, miRNA156 regulates the mRNA levels
of its target SPL9, which in turn controls the expression
of miR172 by directly activating its transcription (Wu et
al., 2009). Hence, miRNA156 regulates the expression
of miRNA172, and the expression patterns of both are
inversely correlated to each other (Chuck et al., 2007;
Wang et al., 2009a), suggesting that the flowering and floral
organ identity is highly regulated by a network of miRNAs.
Some AP2-like transcription factors such as RAP2.1 are
highly induced under drought stress (Dong and Liu,
2010), indicating a connection between miRNA172 and
regulation of drought signaling in plants.
Yang et al. (2014) identified three potato novel miR159
family members, stu-miR159a, stu-miR159b, and stumiR159c, based on bioinformatics analysis and predicted
the StGAMyb-like1, StGAMyb-like2.1, and StGAMyblike2.2 genes as their targets. Their further studies proved
an opposite expression pattern between miRNAs and their
targets. Three stu-miR159 members exhibited a significant
decrease in expression under 25 days of drought stress,
while the expression levels of potato GAMyb-like family
members were greatly increased. These data suggested
that stu-miR159s negatively regulate GAMyb-like genes
in response to drought stress, and, in turn, control the
drought responses in potato.
Plants accumulate proline as an osmoprotectant against
abiotic stresses. Eleven known miRNAs targeting mRNAs
of enzymes involved in the proline synthesis pathway were
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predicted by bioinformatic analyses (Yang et al., 2013). Ten
out of 11 predicted miRNAs were successfully validated
in potato by qRT-PCR assay, and 9 of 10 miRNAs were
downregulated and one was upregulated under drought
stress conditions. Moreover, proline contents of potato
plants were significantly increased by drought stress.
All together these results suggest a negative correlation
between miRNA expression and proline accumulation.
Therefore, miR172, miR396a, miR396c, and miR4233
were predicted to target the transcript of a key regulator of
proline biosynthesis, Δ1-PYRROLINE-5-CARBOXYLATE
SYNTHETASE
(P5CS),
whereas
PYRROLINE-5CARBOXYLATE REDUCTASE (P5CR) and PROLINE
DEHYDROGENASE (ProDH) transcripts were targets of
miR2673 and miR6461, respectively. Transcript abundance
of miR396 was found to be negatively affected by drought
in rice (Zhou et al., 2010) and cowpea (Barrera-Figueroa
et al., 2011), but positively affected in drought-stressed
Arabidopsis (Liu et al., 2008) and tobacco (Frazier et al.,
2011). miR2673 was identified as a regulator of genes
involved in signal transduction of auxin and ethylene in
Lotus japonicas (Hu et al., 2013) and genes involved in
polarized cell growth, cellular signaling, and plant defense
response in Picrorhiza kurroa (Vashisht et al., 2015). It
also targets WRKY transcription factor 6 involved in the
control of processes related to senescence and pathogen
defense and is especially upregulated during tomato and
melon late abscission (Xu et al., 2015).
Heat affects the transcript accumulation of various
miRNAs in plants (Sunkar and Zhu, 2004). There are
a few reports on genome-wide identification of heatresponsive miRNA in Triticum aestivum (Xin et al., 2010)
and Populus trichocarpa (Lu et al., 2008). Accordingly,
miR156, miR159, miR160, miR165/166, miR168, miR169,
and miR393 were found to be induced whereas miR172
was repressed under heat treatment in T. aestivum (Xin et
al., 2010). miR170/171 was downregulated in heat-treated
P. trichocarpa (Lu et al., 2008). Unfortunately, there is
no study on the identification of miRNAs that function
in heat-response and/or tolerance in potato. Hence,
further studies are required to widen our understanding
of miRNA-based regulatory mechanisms that govern the
posttranscriptional control of heat response and tolerance
in potato in order to develop new varieties that can tolerate
high temperatures in the near future.
5. Transgenics of drought and heat tolerance in potato
In recent years, much effort was given to the identification
of single genes that are necessary for proper drought
and/or heat response and tolerance in plants. These
genes were used to generate transgenic potatoes that can
tolerate drought and/or high temperature conditions.
The spinach BETAINE ALDEHYDE DEHYDROGENASE
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(BADH) gene responsible for the biosynthesis of glycine
betaine was overexpressed under the control of a stressinducible RD29A promoter in transgenic potato plants
to increase the drought tolerance (Zhang et al., 2011).
Transgenic potato plants showed abundant BADH activity
under stress. Besides, the fresh weight of all transformants
increased (17%–29%) under stress conditions compared to
nontransgenics (NTs). Furthermore, a negative relationship
(r = –0.9495) between BADH activity and the relative
electrical conductivity in the leaves of the transformants was
observed. The results demonstrated that BADH endowed
drought and salinity stress tolerance to potato plants. In a
study, the rhizobacterium codA gene coding for CHOLINE
OXIDASE (COD) producing choline being a precursor of
glycine betaine was overexpressed under the control of the
stress-inducible SWPA2 promoter (Kim KY et al., 2003)
to confer tolerance to various stresses including drought
(Ahmad et al., 2008). Glycine betaine was 3–5 times
higher in transgenic lines, and transgenics showed better
performance under drought and salinity stress compared
to NTs. Transgenics preserved higher water content and
had over twice the dry weight of NTs (Ahmad et al., 2008).
In another study of the same group, COD-transformant
potato plants showed higher antioxidant enzyme activity,
better photosynthetic efficiency, higher chlorophyll
content, and lower MDA content than NTs under drought
stress conditions (Cheng et al., 2013). Introduction of
the yeast TREHALOSE-6-PHOSPHATASE SYNTHASE1
(TPS1) gene, which functions in the biosynthesis of
osmolyte trehalose, into potato leads to drought tolerance
by increasing the relative water content in source tissues
(leaves) (Kondrák et al., 2012), and by enhancing the
accumulation levels of amino acids such as glutamine,
glutamate, phenylalanine, proline, and asparagine in sink
tissues (tubers), indicating a partial difference in tolerance
mechanisms against drought stress in source and sink
organs (Juhász et al., 2014). Unfortunately, transgenic
plants expressing yeast TPS1 under the control of the
Cauliflower Mosaic Virus (CaMV) 35S promoter showed
growth retardation, producing small leaves and numerous
branches (Yeo et al., 2000). Constitutive expression of the
GG-PHOSPHATE PHOSPHATASE/SYNTHASE (ggpPS)
gene from a rhizobacterium under the control of the
RD29A promoter in potato increased the accumulation
of glucosylglycerol in tubers, and transgenic plants
tolerated drought more efficiently than untransformed
ones (Klähn et al., 2009). There were attempts to
develop transgenic potato plants tolerant to drought by
overexpression of specialized forms of carbohydrates.
For instance, overexpression of SUCROSE:SUCROSE
1-FRUCTOSYLTRANSFERASE
(1-SST)
and
FRUCTAN:FRUCTAN 1-FRUCTOSYLTRANSFERASE (1FFT) genes from the globe artichoke in potato enhanced

the accumulation of carbohydrate inulin (Hellwege et al.,
2000), which conferred drought tolerance by contributing
to the osmotic control via stabilization of membranes and
proteins (Pilon-Smits et al., 1995; Vereyken et al., 2003). As
an important osmoprotectant, free proline is accumulated
more in natural potato plants (Schafleitner et al., 2007),
or in transgenic potato plants expressing globe artichoke
fructan synthetic pathway genes under drought conditions
(Knipp and Honermeier, 2006). Overexpression of P5CS
is associated with root development and tolerance against
stresses (Taylor, 1996). However, there are no reports
of transgenic potato plants overexpressing P5CS under
drought. Overexpression of the P5CS gene in potato
leads to higher accumulation of proline, lower MDA
content, and better root development under 100 mM and
200 mM NaCl stresses in transgenic plants compared to
nontransformants (Khan et al., 2015). The other study
reporting the generation of transgenic potato plants
overexpressing P5CS showed an improved tolerance to
salinity through higher production of proline (HmidaSayari et al., 2005). Interestingly, repression of the gene
responsible for the production of a soluble mitochondrial
enzyme, FORMATE DEHYDROGENASE (FDA), in
potato increases the steady-state levels of formate and
accelerates the accumulation of proline in response to
drought stress (Ambard-Bretteville et al., 2003), suggesting
that the response and tolerance mechanisms against
osmotic stresses blend together in plants.
In two studies on identification of new genetic
resources for traits that could contribute to the
development of more robust potato varieties tolerant
to drought, expressions of genes associated with the
production of antioxidants, flavonoids, heat shock
proteins (HSPs), and late embryogenesis abundant (LEA)
proteins were found to be induced under water stress
(Watkinson et al., 2006; Schafleitner et al., 2007). These
genes were used to generate drought-tolerant transgenic
potato plants. In order to improve the drought tolerance of
potato plants using low-molecular-weight antioxidants the
Arabidopsis gene encoding for DEHYDROASCORBATE
REDUCTASE1 (DHAR1) was overexpressed in potato,
and therefore ascorbate levels increased in transgenic
plants, causing better growth in drought conditions
(Eltayeb et al., 2011). Transformation of potato with the
Arabidopsis GLUTATHIONE REDUCTASE1 (GR1) gene
led to the accumulation of glutathione and ascorbate, in
turn enhancing the tolerance of transgenic potato plants
under drought stress (Eltayeb et al., 2010). Another way to
increase the ascorbate levels is enhancing its biosynthesis.
For this purpose, strawberry D-GALACTURONIC
ACID REDUCTASE (GalUR) gene (Hemavathi et al.,
2009) or L-GULONO-γ-LACTONE OXIDASE gene
were overexpressed in potato (Hemavathi et al., 2010).
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Ascorbate and proline levels as well as antioxidant enzyme
activities increased in transgenic potato plants, resulting
in drought tolerance. Interestingly, suppression of the gene
coding for the enzyme important for the oxygen-evolving
complex in photosystem II, namely manganese-stabilizing
protein (MSP), in transgenic potato resulted in higher
tuber yield, increased photosynthetic activity, and reduced
oxygen generation (Gururani et al., 2012). Hence, this led
to lower production of ROS while higher accumulation
of proline and ascorbate coupled to higher antioxidant
enzyme activity was observed in transgenic potato
plants, causing drought tolerance (Gururani et al., 2013).
In some other studies, genes encoding for antioxidant
enzymes were used to develop drought-tolerant transgenic
potato plants. In one study, overexpression of Potentilla
atrosanguinea (Himalayan cinquefoil) CYTOSOLIC
COPPER-ZINC SUPEROXIDE DISMUTASE (Cu/ZnSOD)
in potato enhanced the SOD activity as well as the
photosynthetic rate and stomatal conductance, resulting
in drought tolerance (Pal et al., 2013). The attempt of
developing drought-tolerant transgenic potato plants by
simultaneous overexpression of genes encoding for two
antioxidant enzymes and choline oxidase was proven to be
successful (Ahmad et al., 2010), indicating the potential of
transgenics to enhance the stress tolerance of crop plants
in the future. In this study, Manihot esculenta (cassava)
Cu/ZnSOD, Pisum sativum ASCORBATE PEROXIDASE
(APX) and Arthrobacter globiformis (rhizobacterium)
codA genes were overexpressed in potato plants
simultaneously, resulting in higher accumulation of GB
and higher activities of SOD, APX, and catalase, and in
the end better tolerance to drought (Ahmad et al., 2010).
Transgenic potato lines over-expressing the AtYUC6 gene
survived after water withholding for 18 days and exhibited
higher water content in leaves and lower ROS content
with increased expression of Cu/ZnSOD compared to NTs
(Kim et al., 2013). Cu/ZnSOD transformed to potato lines
driven by the 35S promoter had higher net photosynthetic
rate and stomatal conductance under control and salinity
conditions compared to NTs (Pal et al., 2013). When Cu/
ZnSOD- and APX-expressing transgenic potato lines
driven by the SWPA2 promoter (SSA plants) were exposed
to 42 °C for 20 h, photosynthetic activity decreased by
6% in SSA plants, whereas that of NT plants decreased by
29% (Tang et al., 2006). NUCLEOSIDE DIPHOSPHATE
KINASE2 (NDPK2) regulates the expression of antioxidant
genes. Arabidopsis NDPK2-expressing transgenic potato
lines under the control of the SWPA2 promotor (SN
plants) or CaMV 35S promoter (EN plants) showed less
visible damage at high temperatures compared to NT
plants, respectively. Besides, the photosynthetic activity
of SN plants was decreased by about 10% after treatment
at 42 °C for 20 h compared to the SN plants grown at 25
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°C, whereas that of NT plants declined by 30% (Tang et
al., 2008). These results proved that the manipulation
of the antioxidant system of potato may improve potato
tolerance to various abiotic stresses.
Various transcription factors that function in the
regulation of stress response and tolerance as well as other
proteins controlling cellular homeostasis were also used
to generate drought-tolerant potato plants. Belonging to
the APETALA2 (AP2)/ETHYLENE RESPONSE FACTOR
(ERF) family of transcription factors, DEHYDRATION
RESPONSE ELEMENT B1A (DREB1A)/C-REPEATBINDING FACTOR3 (CBF3) is highly induced under
drought stress (reviewed by Seki et al. (2007)) and therefore
was used to confer drought tolerance in various plants
(reviewed by Umezawa et al. (2006)). Overexpression
of Arabidopsis thaliana AtDREB1A in potato plants was
evaluated under salt and freezing stresses in in planta
experiments (Celebi-Toprak et al., 2005; Behnam et al.,
2006, 2007). Recently, drought tolerance of AtDREB1Aexpressing potato plants was carried out in an in vitro
study (Huynh et al., 2014), suggesting that overexpression
of AtDREB1A enhances tolerance of potato against various
environmental stresses. Belonging to the same AP2/
ERF family of transcription factors, overexpression of
AtDREB1B in potato plants increased the accumulation
of proline and preserved the relative water content,
therefore leading to better overall plant growth under
drought conditions (Movahedi et al., 2012). Arabidopsis
DREB orthologues in potato also enhanced drought
tolerance when overexpressed in transgenic potato plants.
Transgenic potato plants constitutively overexpressing
potato StDREB1 or StDREB2 genes accumulated higher
levels of proline and showed reduced water loss under
drought and salinity (Bouaziz et al., 2012, 2013). Moreover,
overexpression of the ScCBF1 gene from wild potato relative
Solanum commersonii enhanced drought stress tolerance
in transgenic Solanum tuberosum and S. commersonii
plantlets grown in vitro (Pino et al., 2013). Transgenic
plantlets demonstrated better root development and
overall growth and accumulated higher levels of proline
in the stems and leaves in drought. Stress-response genes
such as DEHYDRIN10 (DNH10) were highly induced
in transgenic potato plantlets under drought stress.
Overexpression of the Solanum tuberosum StMYB1R-1
gene, an R1-type MYB-like transcription factor, in potato
plants improved the drought tolerance of transgenic plants
by decreasing the relative water loss while increasing the
stomatal closure rate (Shin et al., 2011). Several droughtresponsive genes including AtHB-7, RD28, ALDH22a1,
and ERD1-like were induced in transgenic plants under
drought conditions, suggesting that StMYB1R-1 functions
as a transcription factor involved in the activation of
drought-related genes. In a similar study, the Ipomoea
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batatas (sweet potato) IbMYB1 gene, an R2R3-type MYB
transcription factor involved in secondary metabolite
production, was overexpressed in potato (Cheng et
al., 2013). Transgenic potato plants could tolerate the
drought since they accumulated higher levels of secondary
metabolites such as phenols, flavonoids, and anthocyanin.
Interestingly, constitutive overexpression of a gene
encoding for Capsicum annuum (pepper) PATHOGEN
AND FREEZING TOLERANCE-RELATED PROTEIN1
(CaPF1) in potato plants showed improved tolerance to
various environmental stresses including drought (Youm
et al., 2008). Overexpression of another transcription factor
from potato also increased the tolerance of transgenic
plants under various environmental stresses (Lee et al.,
2007). In this case, constitutive overexpression of the
potato ETHYLENE RESPONSIVE ELEMENT BINDING
PROTEIN1 (StEREBP1) gene conferred tolerance against
salinity and cold temperatures; however, drought response
of transgenic potato plants was not investigated in this
study. NAC proteins are plant-specific transcription
factors and they play important roles in abiotic and biotic
stress responses (Puranik et al., 2012). In a recent study,
overexpression of the potato StNAC2 gene led to salt
tolerance in vitro and drought tolerance in pot-growing
conditions (Xu et al., 2014). Interestingly, expression of
StNAC2 was induced by Phytophthora infestans, the causal
agent pathogen of potato late blight; however, the tolerance
phenotypes of StNAC2-overexpressing transgenic potato
plants were not characterized in this study.
Drought application at the beginning of the
tuberization stage decreases tuber number, growth, and
yield (Cavagnaro et al., 1971). In order to investigate the
potential effects of transgenic potato plants overexpressing
stress-response genes on tuber number, growth, and
yield under drought conditions, transgenic potato plants
overexpressing Triticum aestivum (wheat) mitochondrial
Mn SUPEROXIDE DISMUTASE (TaSOD3:1), Hordeum
vulgare (barley) DEHYDRIN4 (HvDHN4), Brassica napus
(canola) BnDREB/CBF1, or Bromus inermis (bromegrass)
BiROB5, a LEA group 3-like protein (similar to dehydrin)
(Robertson et al., 1994), under the control of a constitutive
promoter or a stress-induced Arabidopsis COR78 promoter
were generated (Waterer et al., 2010). Combining the
BiROB5, HvDHN4, or TaSOD3.1 transgenes with the
COR78 promoter showed significant potential to enhance
the tuber yields under drought stress, proving the strength
of genetic engineering studies to enhance the drought
tolerance of potato plants. Moreover, transgenic potato
expressing COR78::DHN4 and COR78::ROB5 could also
tolerate high temperatures during tuber development,
suggesting some specific proteins function in different
stresses, and the overexpression of genes that produce
these specific proteins leads to tolerance against various
environmental stresses in potato.

The number of transgenic studies to improve the high
temperature tolerance in potato is limited. In one of these
studies, pyramiding of antioxidant enzymes was proven to
be successful to generate heat-tolerant plants. In this study,
the chimeric gene construct of M. esculenta Cu/ZnSOD
(MeCu/ZnSOD) and P. sativum APX (PsAPX) under the
control of stress-inducible SWPA2 promoter from sweet
potato (Kim KY et al., 2003; Tang et al., 2004) with a
chloroplast-targeting transit peptide was overexpressed
in high temperature-sensitive potato cultivar Atlantic
(Tang et al., 2006). Transformants were healthier with
a minor decrease in photosynthetic activity compared
to nontransformants after 10 h of heat shock at 42 °C,
suggesting a positive correlation between responses to
oxidative and high temperature stresses. In a similar study,
transgenic potato (cultivar Atlantic) lines were generated
by overexpression of the Arabidopsis NUCLEOSIDE
DIPHOSPHATE KINASE2 (AtNDPK2) gene under the
control of the SWPA2 promoter (Tang et al., 2008).
NDPK2 is known to maintain the intracellular levels
of (d)NTPs and regulate the expression of antioxidant
genes in plants (Otero, 2000). Transformants showed less
wilting with a minor decrease in photosynthetic activity
compared to nontransformants after 10 h of heat shock
at 42 °C, indicating the importance of intracellular ROS
homeostasis in heat tolerance. In a follow-up study,
the SWPA2::AtNDPK2 transgene was transformed into
transgenic potato lines overexpressing MeCu/ZnSOD
and PsAPX under the control of the SWPA2 promoter in
order to analyze the effects of gene pyramiding on high
temperature tolerance (Kim et al., 2010). Transgenic potato
plants were found to tolerate high temperature stress at
42 °C, reflected by a lower reduction in photosynthetic
activity than nontransformants and transformants of
SWPA2::AtNDPK2 and SWPA2::MeCu/ZnSOD and
SWPA2::PsAPX, indicating that the simultaneous
overexpression of CuZnSOD, APX, and NDPK2 is more
effective than single or double transgene expression for
developing plants with enhanced tolerance to various
environmental stresses.
In another study, the Arabidopsis gene encoding for an
antioxidative enzyme, 2-CYSTEINE PEROXIREDOXIN
(At2-CYS PRX), that protects the photosynthetic
machinery from ROS damage by removing peroxides
(Dietz, 2003) was expressed in the Atlantic cultivar of
potato under the control of the SWPA2 promotor (Kim
et al., 2011). Photosynthetic activity of transgenic potato
plants did not reduce as much as that of nontransgenic
plants when exposed to high temperature stress at 42 °C,
indicating that overexpression of At2-CYS PRX under
control of the stress-inducible SWPA2 promoter in
potato enhanced tolerance to high heat by eliminating the
negative effects of oxidative stress.
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Transcription factors were also used to improve the
high temperature tolerance of transgenic potato plants.
For instance, overexpression of a pepper transcription
factor gene, CaPF1, increased the thermotolerance of
transgenic potato plants (Youm et al., 2008). In another
study, Arabidopsis CBF3 (AtCBF3) was ectopically
expressed in potato plants (Dou et al., 2015). Transgenic
potato plants showed higher photosynthetic activity but
lower ROS accumulation compared to nontransformants.
Moreover, expressions of genes encoding for photosystem
and antioxidant proteins were higher in transgenic plants
than in nontransformants, indicating that overexpression
of AtCBF3 in transgenic potato plants enhanced high
temperature tolerance.
HSPs are synthesized in plants under high temperature
stress (Waters et al., 1996; Sun et al., 2002). They function
as molecular chaperons to guide and stabilize protein
folding and tertiary structure, prevent protein aggregation,
regulate protein refolding, and target improperly folded
proteins to degradation pathways (Mayer and Bukau, 2005;
Kalmar and Greensmith, 2009; Haslbeck and Vierling,
2015). Transgenic approaches utilizing HSPs in order to
develop thermotolerance were demonstrated in several
plant species, including Arabidopsis (Lee et al., 1995),
carrot (Malik et al., 1999), and rice (Katiyar-Agarwal et
al., 2003). Similar studies with HSPs should be carried out
in potato as well since expression of HSP70 was found to
be induced in potato plants exposed to high temperature
(Dou et al., 2015).
6. Future challenges and prospects in drought and heat
tolerance of potato
In a world where population growth exceeds food
supply, agricultural and plant biotechnologies aimed at
overcoming severe environmental stresses need to be fully
implemented. Potato forms an important part of the human
diet since it is a carbohydrate-rich, energy-providing crop
with little fat, and its regular consumption would certainly
have a significant impact on human health, especially with
nutritional improvements of potato in the near future
(Camire et al., 2009). Although potato is a crop of choice
of many farmers in more than 160 countries because of
its high yield and low cost of cultivation, the average yield
of potatoes around the world is far below its physiological
potential of 120 t/ha due to various environmental stresses,
such as drought and high temperatures.
In order to understand the molecular mechanisms
involved in drought and high temperature responses
of potato, wild Solanum species could be used since
they are adapted to grow in various environments. Wild
crop relatives have been used by plant breeders for their
undeniable benefits in providing a wide pool of potential
genetic resources to improve the undesirable traits of
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modern crops (Hajjar and Hodgkin, 2007). Likewise,
wild potato species represent a great resource of genetic
variability that can be used by breeders in identification
of traits controlling the drought and heat stress responses,
and in improving the abiotic stress tolerance in breeding
programs. Various wild Solanum species have been used as
genetic donors for introgression of biotic stress resistance
and some abiotic stress tolerance to S. tuberosum (Kikuchi
et al., 2015). Although the genome of S. commersonii was
sequenced and it was used in various transgenic studies to
generate cold-tolerant plants (Pino et al., 2013), the traits
that are responsible for abiotic stress responses have not
been transferred into S. tuberosum.
Recent developments in molecular genetics and
genomics of crop species, and extensive knowledge obtained
from studies of model plants, provide great opportunities
for understanding the genetic basis of drought and heat
tolerance in order to identify the individual component
traits and breed potato plants for favorable alleles in the
underlying genes (Tuberosa, 2012). Identification of
genotypic and phenotypic variations in natural accessions
of Arabidopsis thaliana in The 1001 Genomes Project will
generate massive amounts of data that can be incorporated
into studies of potato genomics, transcriptomics, and
transgenics to facilitate the identification of new traits
under drought and heat stresses and shows the massive
potential of utilization of wild relatives to incorporate
the molecular mechanisms underlying natural variations
(Weigel and Mott, 2009).
Characterizing and understanding various plant
phenotypes accurately in a short period of time has
been rising to prominence in recent years. Although
molecular breeding approaches require genotypic data
for selection of breeding lines, development of molecular
markers used in molecular breeding is still in need of a
strong correlation with phenotypic data (McMullen et
al., 2009). Recent developments in high-throughput
phenotyping will provide an opportunity for generating a
fast, inexpensive, and massive collection of data that will
together provide a reliable assessment of trait phenotypes
for many of the underlying genotypes in a typical plant
breeding population. High-throughput phenotyping for
drought tolerance traits would facilitate the discovery of
new QTLs in potato.
Plants are exposed to a combination of abiotic
stresses, such as drought and heat, in nature. The plant
responses to these various stresses involve many shared
molecular components. However, plants can respond
differently to a combination of abiotic stresses than they
do to individual stresses. Hence, detailed evaluation of
multiple stress response mechanisms of crops may be
required for improving abiotic stress tolerance. Even
though the response of potato to drought stress has been
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studied in details, there is still a need for further studies
to understand the molecular mechanisms underlying the
potato response to heat stress and a combination of heat
and drought stresses.
There has been elaborative research on the generation
of transgenic potato plants that can tolerate individual
environmental stresses, yet potato research may also
take advantage of recent advances in the transgenics of
other plant species to develop multiple stress tolerance in
potato. Precise genome engineering using CRISPR/Cas
systems has been proven to be especially successful for
the development of transgenic plants tolerant to various
environmental stresses (reviewed by Belhaj et al. (2013)).
Moreover, gene pyramiding and targeted expression of

transgenes have been utilized to generate transgenic plants
resistant to various biotic and abiotic stresses (Sree and
Rajam, 2015; Surekha et al., 2015). Therefore, research in
potato transgenics can utilize the strategies that have been
proven to be successful in other plant species.
Overall, integration of genotypic, phenotypic,
proteomic, physiological, transcriptomic, and epigenetic
data is required to understand the responses of potato
against drought and heat stresses, and research strategies
utilizing the power of the combination of traditional
breeding and transgenics will provide great potential to
improve the resilience of potato crops under multiple
environmental stresses.

References
Ahmad R, Kim MD, Back KH, Kim HS, Lee HS, Kwon SY, Murata
N, Chung WI, Kwak SS (2008). Stress-induced expression of
choline oxidase in potato plant chloroplasts confers enhanced
tolerance to oxidative, salt, and drought stresses. Plant Cell Rep
27: 687‒698.

Behnam B, Kikuchi A, Celebi-Toprak F, Kasuga M, YamaguchiShinozaki K, Watanabe KN (2007). Arabidopsis
rd29A::DREB1A enhances freezing tolerance in transgenic
potato. Plant Cell Rep 26: 1275‒1282.

Ahmad R, Kim YH, Kim MD, Kwon SY, Cho K, Lee HS, Kwak SS
(2010). Simultaneous expression of choline oxidase, superoxide
dismutase and ascorbate peroxidase in potato plant chloroplasts
provides synergistically enhanced protection against various
abiotic stresses. Physiol Plantarum 138: 520‒533.

Behnam B, Kikuchi A, Celebi-Toprak F, Yamanaka S, Kasuga
M, Yamaguchi-Shinozaki K, Watanabe KN (2006). The
Arabidopsis DREB1A gene driven by the stress-inducible
rd29A promoter increases salt-stress tolerance in proportion
to its copy number in tetrasomic tetraploid potato (Solanum
tuberosum). Plant Biotechnol 23: 169‒177.

Ahn YJ, Claussen K, Zimmerman JL (2004). Genotypic differences
in the heat-shock response and thermotolerance in four potato
cultivars. Plant Sci 166: 901‒911.

Belhaj K, Chaparro-Garcia A, Kamoun S, Nekrasov V (2013). Plant
genome editing made easy: targeted mutagenesis in model and
crop plants using the CRISPR/Cas system. Plant Methods 9: 39.

Ambard-Bretteville F, Sorin C, Rébeillé F, Hourton-Cabassa C, des
Francs-Small CC (2003). Repression of formate dehydrogenase
in Solanum tuberosum increases steady-state levels of formate
and accelerates the accumulation of proline in response to
osmotic stress. Plant Mol Biol 52: 1153‒1168.

Blum A, Jordan WR (1985). Breeding crop varieties for stress
environments. Crc Cr Rev Plant Sci 2: 199‒238.

Anithakumari A, Nataraja KN, Visser RG, van der Linden CG
(2012). Genetic dissection of drought tolerance and recovery
potential by quantitative trait locus mapping of a diploid potato
population. Mol Breeding 30: 1413‒1429.
Aukerman MJ, Sakai H (2003). Regulation of flowering time and
floral organ identity by a microRNA and its APETALA2-like
target genes. Plant Cell 15: 2730‒2741.
Bachem C, Van der Hoeven R, Lucker J, Oomen R, Casarini E,
Jacobsen E, Visser R (2000). Functional genomic analysis of
potato tuber life-cycle. Potato Res 43: 297‒312.
Barrera-Figueroa BE, Gao L, Diop NN, Wu Z, Ehlers JD, Roberts PA,
Close TJ, Zhu JK, Liu R (2011). Identification and comparative
analysis of drought-associated microRNAs in two cowpea
genotypes. BMC Plant Biol 11: 127.
Barrientos M, Mol E, Peruzzo G, Contreras A, Alberdi M (1994).
Responses to cold of Chilean wild Solanum species. Environ
Exp Bot 34: 47‒54.

Bolle C (2004). The role of GRAS proteins in plant signal transduction
and development. Planta 218: 683‒692.
Borah M, Milthorpe F (1962). Growth of the potato as influenced by
temperature. Indian J Plant Physiol 5: 53‒72.
Bouaziz D, Pirrello J, Amor HB, Hammami A, Charfeddine M,
Dhieb A, Bouzayen M, Gargouri-Bouzid R (2012). Ectopic
expression of dehydration responsive element binding proteins
(StDREB2) confers higher tolerance to salt stress in potato.
Plant Physiol Bioch 60: 98‒108.
Bouaziz D, Pirrello J, Charfeddine M, Hammami A, Jbir R, Dhieb
A, Bouzayen M, Gargouri-Bouzid R (2013). Overexpression
of StDREB1 transcription factor increases tolerance to salt in
transgenic potato plants. Mol Biotechnol 54: 803‒817.
Bradshaw JE, Hackett CA, Pande B, Waugh R, Bryan GJ (2008). QTL
mapping of yield, agronomic and quality traits in tetraploid
potato (Solanum tuberosum subsp. tuberosum). Theor Appl
Genet 116: 193‒211.
Broin M, Cuiné S, Peltier G, Rey P (2000). Involvement of CDSP 32,
a drought-induced thioredoxin, in the response to oxidative
stress in potato plants. FEBS Lett 467: 245‒248.

933

AKSOY et al. / Turk J Bot
Byun MO, Kwon HB, Park SC (2007). Recent advances in genetic
engineering of potato crops for drought and saline stress
tolerance. In: Jenks MA, Hasegawa PM, Jain SM, editors.
Advances in Molecular Breeding Toward Drought and Salt
Tolerant Crops. Amsterdam, the Netherlands: Springer, pp.
713‒737.

Donnelly DJ, Prasher SO, Pate RM (2007). Towards the development
of salt-tolerant potato. In: Vreugdenhil D, Bradshaw J, Gebhardt
C, Govers F, Taylor MA, MacKerron DKL, Ross HA, editors.
Potato Biology and Biotechnology: Advances and Perspectives.
1st ed. Amsterdam, the Netherlands: Elsevier Science, pp.
415‒438.

Çalışkan ME, Onaran H, Arıoğlu H (2010). Overview of the Turkish
potato sector: challenges, achievements and expectations.
Potato Res 53: 255‒266.

Dou H, Xv K, Meng Q, Li G, Yang X (2015). Potato plants ectopically
expressing Arabidopsis thaliana CBF3 exhibit enhanced
tolerance to high‐temperature stress. Plant Cell Environ 38:
61‒72.

Camire ME, Kubow S, Donnelly DJ (2009). Potatoes and human
health. Crc Cr Rev Food Sci 49: 823‒840.
Cavagnaro J, De Lis B, Tizio R (1971). Drought hardening of the
potato plant as an after-effect of soil drought conditions at
planting. Potato Res 14: 181‒192.
Celebi-Toprak F, Behnam B, Serrano G, Kasuga M, YamaguchiShinozaki K, Naka H, Watanabe JA, Yamanaka S, Watanabe
KN (2005). Tolerance to salt stress of the transgenic tetrasomic
tetraploid potato, Solanum tuberosum cv. Desiree appears
to be induced by the DREB1A gene and rd29A promoter of
Arabidopsis thaliana. Breeding Sci 55: 311‒319.
Chen HH, Li PH (1980). Characteristics of cold acclimation and
deacclimation in tuber-bearing Solanum species. Plant Physiol
65: 1146‒1148.
Chen X (2004). A microRNA as a translational repressor of
APETALA2 in Arabidopsis flower development. Science 303:
2022‒2025.
Cheng YJ, Deng XP, Chen W (2013). Enhanced salt stress tolerance
in transgenic potato plants expressing IbMYB1, a sweet potato
transcription factor. J Microbiol Biotechn 23: 1737‒1746.
Chuck G, Cigan AM, Saeteurn K, Hake S (2007). The heterochronic
maize mutant Corngrass1 results from overexpression of a
tandem microRNA. Nat Genet 39: 544‒549.
Cipar M, Peloquin S, Hougas R (1964). Variability in the expression
of self-incompatibility in tuber-bearing diploid Solanum
species. Am Potato J 41: 155‒162.
Cominelli E, Tonelli C (2010). Transgenic crops coping with water
scarcity. New Biotechnol 27: 473‒477.
Deblonde P, Ledent JF (2001). Effects of moderate drought conditions
on green leaf number, stem height, leaf length and tuber yield
of potato cultivars. Eur J Agron 14: 31‒41.
Di Laurenzio L, Wysocka-Diller J, Malamy JE, Pysh L, Helariutta
Y, Freshour G, Hahn MG, Feldmann KA, Benfey PN (1996).
The SCARECROW gene regulates an asymmetric cell division
that is essential for generating the radial organization of the
Arabidopsis root. Cell 86: 423‒433.
Dietz KJ (2003). Plant peroxiredoxins. Annu Rev Plant Biol 54:
93‒107.
Dóczi R, Csanaki C, Bánfalvi Z (2002). Expression and promoter
activity of the desiccation‐specific Solanum tuberosum gene,
StDS2. Plant Cell Environ 25: 1197‒1203.
Dong CJ, Liu JY (2010). The Arabidopsis EAR-motif-containing
protein RAP2.1 functions as an active transcriptional repressor
to keep stress responses under tight control. BMC Plant Biol
10: 47.

934

Drews GN, Bowman JL, Meyerowitz EM (1991). Negative regulation
of the Arabidopsis homeotic gene AGAMOUS by the
APETALA2 product. Cell 65: 991‒1002.
Eiasu B, Soundy P, Hammes PS (2007). Response of potato (Solarium
tuberosum) tuber yield components to gel‐polymer soil
amendments and irrigation regimes. New Zeal J Crop Hort 35:
25‒31.
Eltayeb AE, Yamamoto S, Habora MEE, Matsukubo Y, Aono M,
Tsujimoto H, Tanaka K (2010). Greater protection against
oxidative damages imposed by various environmental stresses
in transgenic potato with higher level of reduced glutathione.
Breeding Sci 60: 101‒109.
Eltayeb AE, Yamamoto S, Habora MEE, Yin L, Tsujimoto H, Tanaka
K (2011). Transgenic potato overexpressing Arabidopsis
cytosolic AtDHAR1 showed higher tolerance to herbicide,
drought and salt stresses. Breeding Sci 61: 3‒10.
Evers D, Lefèvre I, Legay S, Lamoureux D, Hausman JF, Rosales
ROG, Marca LRT, Hoffmann L, Bonierbale M, Schafleitner
R (2010). Identification of drought-responsive compounds
in potato through a combined transcriptomic and targeted
metabolite approach. J Exp Bot 61: 2327‒2343.
Ewing E (1981). Heat stress and the tuberization stimulus. Am Potato
J 58: 31‒49.
FAO (2009). New Light on a Hidden Treasure. Rome, Italy: Food and
Agriculture Organization.
Flinn B, Rothwell C, Griffiths R, Lägue M, DeKoeyer D, Sardana
R, Audy P, Goyer C, Li XQ, Wang-Pruski G (2005). Potato
expressed sequence tag generation and analysis using standard
and unique cDNA libraries. Plant Mol Biol 59: 407‒433.
Flynt AS, Lai EC (2008). Biological principles of microRNAmediated regulation: shared themes amid diversity. Nat Rev
Genet 9: 831‒842.
Frazier TP, Sun G, Burklew CE, Zhang B (2011). Salt and drought
stresses induce the aberrant expression of microRNA genes in
tobacco. Mol Biotechnol 49: 159‒165.
Freyre R, Warnke S, Sosinski B, Douches DS (1994). Quantitative
trait locus analysis of tuber dormancy in diploid potato
(Solanum spp.). Theor Appl Genet 89: 474‒480.
Gangadhar BH, Yu JW, Sajeesh K, Park SW (2014). A systematic
exploration of high-temperature stress-responsive genes in
potato using large-scale yeast functional screening. Mol Genet
Genomics 289: 185‒201.

AKSOY et al. / Turk J Bot
Garcia D (2008). A miRacle in plant development: role of microRNAs
in cell differentiation and patterning. In: Koval M, Durston AJ,
editors. Seminars in Cell & Developmental Biology, Vol. 19,
No. 6. New York, NY, USA: Academic Press, pp. 586‒595.

Hemavathi, Upadhyaya CP, Akula N, Young KE, Chun SC, Kim DH,
Park SW (2010). Enhanced ascorbic acid accumulation in
transgenic potato confers tolerance to various abiotic stresses.
Biotechnol Lett 32: 321‒330.

Gebhardt C, Li L, Pajerowska-Mukthar K, Achenbach U, Sattarzadeh
A, Bormann C, Ilarionova E, Ballvora A (2007). Candidate
gene approach to identify genes underlying quantitative
traits and develop diagnostic markers in potato. Crop Sci 47:
S-106‒S-111.

Hemavathi, Upadhyaya CP, Young KE, Akula N, Kim HS, Heung
JJ, Oh OM, Aswath CR, Chun SC, Kim DH et al. (2009).
Over-expression of strawberry d-galacturonic acid reductase
in potato leads to accumulation of vitamin C with enhanced
abiotic stress tolerance. Plant Sci 177: 659‒667.

Gebhardt C, Ritter E, Barone A, Debener T, Walkemeier B,
Schachtschabel U, Kaufmann H, Thompson RD, Bonierbale
MW, Ganal MW et al. (1991). RFLP maps of potato and their
alignment with the homoeologous tomato genome. Theor Appl
Genet 83: 49‒57.

Hijmans RJ (2003). The effect of climate change on global potato
production. Am J Potato Res 80: 271‒279.

Gerbens-Leenes W, Hoekstra AY, van der Meer TH (2009). The water
footprint of bioenergy. P Nat Acad Sci USA 106: 10219‒10223.
Ginzberg I, Barel G, Ophir R, Tzin E, Tanami Z, Muddarangappa
T, De Jong W, Fogelman E (2009). Transcriptomic profiling
of heat-stress response in potato periderm. J Exp Bot 60:
4411‒4421.
Gong L, Zhang H, Gan X, Zhang L, Chen Y, Nie F, Shi L, Li M, Guo
Z, Zhang G (2014). Transcriptome profiling of the potato
(Solanum tuberosum L.) plant under drought stress and waterstimulus conditions. PLoS One 10: e0128041.
Griffiths-Jones S, Grocock RJ, Van Dongen S, Bateman A, Enright
AJ (2006). miRBase: microRNA sequences, targets and gene
nomenclature. Nucleic Acids Res 34: D140‒D144.
Gururani MA, Upadhyaya CP, Baskar V, Venkatesh J, Nookaraju
A, Park SW (2013). Plant growth-promoting rhizobacteria
enhance abiotic stress tolerance in Solanum tuberosum through
inducing changes in the expression of ROS-scavenging
enzymes and improved photosynthetic performance. J Plant
Growth Regul 32: 245‒258.
Gururani MA, Upadhyaya CP, Strasser RJ, Woong YJ, Park SW
(2012). Physiological and biochemical responses of transgenic
potato plants with altered expression of PSII manganese
stabilizing protein. Plant Physiol Bioch 58: 182‒194.
Hajjar R, Hodgkin T (2007). The use of wild relatives in crop
improvement: a survey of developments over the last 20 years.
Euphytica 156: 1‒13.
Hancock RD, Morris WL, Ducreux LJ, Morris JA, Usman M, Verrall
SR, Fuller J, Simpson CG, Zhang R, Hedley PE et al (2014).
Physiological, biochemical and molecular responses of the
potato (Solanum tuberosum L.) plant to moderately elevated
temperature. Plant Cell Environ 37: 439‒450.
Haslbeck M, Vierling E (2015). A first line of stress defense: small
heat shock proteins and their function in protein homeostasis.
J Mol Biol 427: 1537‒1548.
Haverkort A, Verhagen A (2008). Climate change and its repercussions
for the potato supply chain. Potato Res 51: 223‒237.
Hellwege EM, Czapla S, Jahnke A, Willmitzer L, Heyer AG (2000).
Transgenic potato (Solanum tuberosum) tubers synthesize the
full spectrum of inulin molecules naturally occurring in globe
artichoke (Cynara scolymus) roots. P Natl Acad Sci USA 97:
8699‒8704.

Hmida-Sayari A, Gargouri-Bouzid R, Bidani A, Jaoua L, Savouré A,
Jaoua S (2005). Overexpression of Δ1-pyrroline-5-carboxylate
synthetase increases proline production and confers salt
tolerance in transgenic potato plants. Plant Sci 169: 746‒752.
Hu J, Zhang H, Ding Y (2013). Identification of conserved
microRNAs and their targets in the model legume Lotus
japonicus. J Biotechnol 164: 520‒524.
Huynh HD, Shimazaki T, Kasuga M, Yamaguchi-Shinozaki K,
Kikuchi A, Watanabe KN (2014). In vitro evaluation of
dehydration tolerance in AtDREB1A transgenic potatoes. Plant
Biotechnol 31: 77‒81.
Hwang EW, Shin SJ, Kwon HB (2011). Identification of microRNAs
and their putative targets that respond to drought stress in
Solanum tuberosum. J Korean Soc Appl Bi 54: 317‒324.
Hwang EW, Shin SJ, Park SC, Jeong MJ, Kwon HB (2011).
Identification of miR172 family members and their putative
targets responding to drought stress in Solanum tuberosum.
Genes Genom 33: 105‒110.
Hwang EW, Shin SJ, Yu BK, Byun MO, Kwon HB (2011). miR171
family members are involved in drought response in Solanum
tuberosum. J Plant Biol 54: 43‒48.
Jiao Y, Wang Y, Xue D, Wang J, Yan M, Liu G, Dong G, Zeng D, Lu
Z, Zhu X et al. (2010). Regulation of OsSPL14 by OsmiR156
defines ideal plant architecture in rice. Nat Genet 42: 541‒544.
Jones-Rhoades MW, Bartel DP, Bartel B (2006). MicroRNAs and
their regulatory roles in plants. Annu Rev Plant Biol 57: 19‒53.
Juhász Z, Balmer D, Sós-Hegedus A, Vallat A, Mauch-Mani B,
Bánfalvi Z (2014). Effects of drought stress and storage on the
metabolite and hormone contents of potato tubers expressing
the yeast trehalose-6-phosphate synthase 1 gene. J Agr Sci 6: 142.
Jung JH, Seo YH, Seo PJ, Reyes JL, Yun J, Chua NH, Park CM
(2007). The GIGANTEA-regulated microRNA172 mediates
photoperiodic flowering independent of CONSTANS in
Arabidopsis. Plant Cell 19: 2736‒2748.
Kalefetoğlu T, Ekmekci Y (2005). The effects of drought on plants
and tolerance mechanisms (review). G.U. Journal of Science
18: 723‒740.
Kalmar B, Greensmith L (2009). Induction of heat shock proteins
for protection against oxidative stress. Adv Drug Deliver Rev
61: 310‒318.

935

AKSOY et al. / Turk J Bot
Kar G, Kumar A (2007). Effects of irrigation and straw mulch on
water use and tuber yield of potato in eastern India. Agr Water
Manage 94: 109‒116.
Katiyar-Agarwal S, Agarwal M, Grover A (2003). Heat-tolerant
basmati rice engineered by over-expression of hsp101. Plant
Mol Biol 51: 677‒686.
Khan MS, Ahmad D, Khan MA (2015). Utilization of genes encoding
osmoprotectants in transgenic plants for enhanced abiotic
stress tolerance. Electron J Biotechn 18: 257‒266.
Kikuchi A, Huynh HD, Endo T, Watanabe K (2015). Review of
recent transgenic studies on abiotic stress tolerance and future
molecular breeding in potato. Breeding Sci 65: 85.
Kim JH, Choi D, Kende H (2003). The AtGRF family of putative
transcription factors is involved in leaf and cotyledon growth
in Arabidopsis. Plant J 36: 94‒104.
Kim JI, Baek D, Park HC, Chun HJ, Oh DH, Lee MK, Cha JY,
Kim WY, Kim MC, Chung WS et al. (2013). Overexpression
of Arabidopsis YUCCA6 in potato results in high-auxin
developmental phenotypes and enhanced resistance to water
deficit. Mol Plant 6: 337‒349.
Kim KY, Kwon SY, Lee HS, Hur Y, Bang JW, Kwak SS (2003). A novel
oxidative stress-inducible peroxidase promoter from sweet
potato: molecular cloning and characterization in transgenic
tobacco plants and cultured cells. Plant Mol Biol 51: 831‒838.
Kim MD, Kim YH, Kwon SY, Jang BY, Lee SY, Yun DJ, Cho JH, Kwak
SS, Lee HS (2011). Overexpression of 2-cysteine peroxiredoxin
enhances tolerance to methyl viologen-mediated oxidative
stress and high temperature in potato plants. Plant Physiol
Bioch 49: 891‒897.
Kim MD, Kim YH, Kwon SY, Yun DJ, Kwak SS, Lee HS (2010).
Enhanced tolerance to methyl viologen‐induced oxidative
stress and high temperature in transgenic potato plants
overexpressing the CuZnSOD, APX and NDPK2 genes. Physiol
Plantarum 140: 153‒162.
Klähn S, Marquardt DM, Rollwitz I, Hagemann M (2009).
Expression of the ggpPS gene for glucosylglycerol biosynthesis
from Azotobacter vinelandii improves the salt tolerance of
Arabidopsis thaliana. J Exp Bot 60: 1679‒1689.
Kloosterman B, De Koeyer D, Griffiths R, Flinn B, Steuernagel B,
Scholz U, Sonnewald S, Sonnewald U, Bryan G, Bánfalvi Z et al.
(2008). The potato transcriptome: a new look at transcriptional
changes during tuber development using the POCI array.
Comp Funct Genom 8: 329‒340.
Kloosterman B, Vorst O, Hall RD, Visser RG, Bachem CW (2005).
Tuber on a chip: differential gene expression during potato
tuber development. Plant Biotechnol J 3: 505‒519.
Knipp G, Honermeier B (2006). Effect of water stress on proline
accumulation of genetically modified potatoes (Solanum
tuberosum L.) generating fructans. J Plant Physiol 163: 392‒397.
Kondrák M, Marincs F, Antal F, Juhász Z, Bánfalvi Z (2012). Effects
of yeast trehalose-6-phosphate synthase 1 on gene expression
and carbohydrate contents of potato leaves under drought
stress conditions. BMC Plant Biol 12: 74.

936

Kondrak M, Marincs F, Kalapos B, Juhasz Z, Banfalvi Z (2011).
Transcriptome analysis of potato leaves expressing the
trehalose-6-phosphate synthase 1 gene of yeast. PLoS One 6:
e23466.
Krauss A, Marschner H (1984). Growth rate and carbohydrate
metabolism of potato tubers exposed to high temperatures.
Potato Res 27: 297‒303.
Lakhotia N, Joshi G, Bhardwaj AR, Katiyar-Agarwal S, Agarwal
M, Jagannath A, Goel S, Kumar A (2014). Identification and
characterization of miRNAome in root, stem, leaf and tuber
developmental stages of potato (Solanum tuberosum L.) by
high-throughput sequencing. BMC Plant Biol 14: 6.
Lee HE, Shin D, Park SR, Han SE, Jeong MJ, Kwon TR, Lee SK, Park
SC, Yi BY, Kwon HB et al. (2007). Ethylene responsive element
binding protein 1 (StEREBP1) from Solanum tuberosum
increases tolerance to abiotic stress in transgenic potato plants.
Biochem Bioph Res Co 353: 863‒868.
Lee JH, Hübel A, Schöffl F (1995). Derepression of the activity of
genetically engineered heat shock factor causes constitutive
synthesis of heat shock proteins and increased thermotolerance
in transgenic Arabidopsis. Plant J 8: 603‒612.
Lee MH, Kim B, Song SK, Heo JO, Yu NI, Lee SA, Kim M, Kim DG,
Sohn SO, Lim CE et al. (2008). Large-scale analysis of the
GRAS gene family in Arabidopsis thaliana. Plant Mol Biol 67:
659‒670.
Levy D, Veilleux RE (2007). Adaptation of potato to high temperatures
and salinity-a review. Am J Potato Res 84: 487‒506.
Lipiec J, Doussan C, Nosalewicz A, Kondracka K (2013). Effect of
drought and heat stresses on plant growth and yield: a review.
Int Agrophys 27: 463‒477.
Liu D, Song Y, Chen Z, Yu D (2009). Ectopic expression of miR396
suppresses GRF target gene expression and alters leaf growth in
Arabidopsis. Physiol Plantarum 136: 223‒236.
Liu HH, Tian X, Li YJ, Wu CA, Zheng CC (2008). Microarraybased analysis of stress-regulated microRNAs in Arabidopsis
thaliana. RNA 14: 836‒843.
Llave C, Xie Z, Kasschau KD, Carrington JC (2002). Cleavage of
Scarecrow-like mRNA targets directed by a class of Arabidopsis
miRNA. Science 297: 2053‒2056.
Lu S, Sun YH, Chiang VL (2008). Stress‐responsive microRNAs in
Populus. Plant J 55: 131‒151.
Lucca M, Hopp E, Romero-Zaliz R (2011). Comparative transcription
profiles of Solanum wild species under drought conditions:
preliminary results. In: 2011 11th International Conference
on Intelligent Systems Design and Applications (ISDA). New
York, NY, USA: IEEE, pp. 1218‒1223.
Mahajan S, Tuteja N (2005). Cold, salinity and drought stresses: an
overview. Arch Biochem Biophys 444: 139‒158.
Malik MK, Slovin JP, Hwang CH, Zimmerman JL (1999). Modified
expression of a carrot small heat shock protein gene, Hsp17.7,
results in increased or decreased thermotolerance. Plant J 20:
89‒99.

AKSOY et al. / Turk J Bot
Mane SP, Robinet CV, Ulanov A, Schafleitner R, Tincopa L, Gaudin
A, Nomberto G, Alvarado C, Solis C, Bolivar LA et al. (2008).
Molecular and physiological adaptation to prolonged drought
stress in the leaves of two Andean potato genotypes. Funct
Plant Biol 35: 669‒688.
Martinez CA, Guerrero C, Moreno U (1995). Diurnal fluctuations of
carbon exchange rate, proline content, and osmotic potential in
two water-stressed potato hybrids. Rev Bras Fisiol Veg 7: 27‒33.
Massa AN, Childs KL, Buell CR (2013). Abiotic and biotic stress
responses in group Phureja DM1-3 516 R44 as measured
through whole transcriptome sequencing. Plant Genome 6: 15.
Massa AN, Childs KL, Lin H, Bryan GJ, Giuliano G, Buell CR (2011).
The transcriptome of the reference potato genome Solanum
tuberosum Group Phureja clone DM1-3 516R44. PLoS One 6:
e26801.
Mathieu J, Yant LJ, Murdter F, Kuttner F, Schmid M (2009).
Repression of flowering by the miR172 target SMZ. PLoS Bio
7: 1626.
Mayer M, Bukau B (2005). Hsp70 chaperones: cellular functions and
molecular mechanism. Cell Mol Life Sci 62: 670‒684.
McGregor I (2007). The fresh potato market. In: Vreugdenhil D,
Bradshaw JCG, Govers F, Taylor MA, MacKerron DKL, Ross
HA, editors. Potato Biology and Biotechnology: Advances and
Perspectives: Advances and Perspectives. 1st ed. Oxford, UK:
Elsevier Science, pp. 3‒26.
McMullen MD, Kresovich S, Villeda HS, Bradbury P, Li H, Sun Q,
Flint-Garcia S, Thornsberry J, Acharya C, Bottoms C et al.
(2009). Genetic properties of the maize nested association
mapping population. Science 325: 737‒740.
Midmore D, Prange R (1992). Growth responses of two Solanum
species to contrasting temperatures and irradiance levels:
relations to photosynthesis, dark respiration and chlorophyll
fluorescence. Ann Bot-London 69: 13‒20.
Mittler R (2002). Oxidative stress, antioxidants and stress tolerance.
Trends Plant Sci 7: 405‒410.
Monneveux P, Ramírez DA, Khan MA, Raymundo RM, Loayza H,
Quiroz R (2014). Drought and heat tolerance evaluation in
potato (Solanum tuberosum L.). Potato Res 57: 225‒247.

Ojala J, Stark J, Kleinkopf G (1990). Influence of irrigation and
nitrogen management on potato yield and quality. Am Potato
J 67: 29‒43.
Ortiz R, Watanabe K, Pandalai S (2004). Genetic contributions to
breeding polyploid crops. In: Pandalai SG, editor. Recent
Research Developments in Genetics and Breeding, Vol. 1. Part
II. Trivandrum, India: Research Signpost, pp. 269‒286.
Otero ADS (2000). NM23/nucleoside diphosphate kinase and signal
transduction. J Bioenerg Biomembr 32: 269‒275.
Ou Y, Liu X, Xie C, Zhang H, Lin Y, Li M, Song B, Liu J (2014).
Genome-wide Identification of microRNAs and their targets in
cold-stored potato tubers by deep sequencing and degradome
analysis. Plant Mol Biol Rep 33: 584‒597.
Pal A, Acharya K, Vats S, Kumar S, Ahuja PS (2013). Over-expression
of PaSOD in transgenic potato enhances photosynthetic
performance under drought. Biol Plantarum 57: 359‒364.
Pal B, Nath P (1942). Genetic nature of self-and cross-incompatibility
in potatoes. Nature 149: 246‒247.
Parida AK, Das AB (2005). Salt tolerance and salinity effects on
plants: a review. Ecotox Environ Safe 60: 324‒349.
Patil A, Nakamura H (2006). Disordered domains and high surface
charge confer hubs with the ability to interact with multiple
proteins in interaction networks. FEBS Lett 580: 2041‒2045.
Peng J, Carol P, Richards DE, King KE, Cowling RJ, Murphy GP,
Harberd NP (1997). The Arabidopsis GAI gene defines
a signaling pathway that negatively regulates gibberellin
responses. Gene Dev 11: 3194‒3205.
Pilon-Smits EA, Ebskamp MJ, Paul MJ, Jeuken MJ, Weisbeek PJ,
Smeekens SC (1995). Improved performance of transgenic
fructan-accumulating tobacco under drought stress. Plant
Physiol 107: 125‒130.
Pino MT, Ávila A, Molina A, Jeknic Z, Chen TH (2013). Enhanced
in vitro drought tolerance of Solanum tuberosum and Solanum
commersonii plants overexpressing the ScCBF1 gene. Cien Inv
Agr 40: 171‒184.
Potato Genome Sequencing Consortium (2011). Genome sequence
and analysis of the tuber crop potato. Nature 475: 189‒195.

Monneveux P, Ramírez DA, Pino MT (2013). Drought tolerance in
potato (S. tuberosum L.): Can we learn from drought tolerance
research in cereals? Plant Sci 205: 76‒86.

Puranik S, Sahu PP, Srivastava PS, Prasad M (2012). NAC proteins:
regulation and role in stress tolerance. Trends Plant Sci 17:
369‒381.

Morin RD, Bainbridge M, Fejes A, Hirst M, Krzywinski M, Pugh TJ,
McDonald H, Varhol R, Jones SJ, Marra MA (2008). Profiling
the HeLa S3 transcriptome using randomly primed cDNA and
massively parallel short-read sequencing. Biotechniques 45:
81–94.

Radivojac P, Iakoucheva LM, Oldfield CJ, Obradovic Z, Uversky
VN, Dunker AK (2007). Intrinsic disorder and functional
proteomics. Biophys J 92: 1439‒1456.

Movahedi S, Tabatabaei BS, Alizade H, Ghobadi C, Yamchi A,
Khaksar G (2012). Constitutive expression of Arabidopsis
DREB1B in transgenic potato enhances drought and freezing
tolerance. Biol Plantarum 56: 37‒42.
Navarro C, Abelenda JA, Cruz-Oró E, Cuéllar CA, Tamaki S, Silva J,
Shimamoto K, Prat S (2011). Control of flowering and storage
organ formation in potato by FLOWERING LOCUS T. Nature
478: 119‒122.

Regan S, Gustafson V, Rothwell C, Sardana R, Flinn B, Mallubhotla
S, Bagchi M, Siahbazi M, Chakravarty B, Wang-Pruski G et al.
(2006). Finding the perfect potato: using functional genomics
to improve disease resistance and tuber quality traits. Can J
Plant Pathol 28: S247‒S255.
Renault D, Wallender W (2000). Nutritional water productivity and
diets. Agr Water Manage 45: 275‒296.
Rensink W, Hart A, Liu J, Ouyang S, Zismann V, Buell CR (2005).
Analyzing the potato abiotic stress transcriptome using
expressed sequence tags. Genome 48: 598‒605.

937

AKSOY et al. / Turk J Bot
Rensink WA, Iobst S, Hart A, Stegalkina S, Liu J, Buell CR (2005).
Gene expression profiling of potato responses to cold, heat, and
salt stress. Funct Integr Genomic 5: 201‒207.
Reynolds MP, Ewing EE, Owens TG (1990). Photosynthesis at high
temperature in tuber-bearing Solanum species: a comparison
between accessions of contrasting heat tolerance. Plant Physiol
93: 791‒797.
Robertson AJ, Weninger A, Wilen RW, Fu P, Gusta LV (1994).
Comparison of dehydrin gene expression and freezing
tolerance in Bromus inermis and Secale cereale grown in
controlled environments, hydroponics, and the field. Plant
Physiol 106: 1213‒1216.

Śliwka J, Wasilewicz-Flis I, Jakuczun H, Gebhardt C (2008). Tagging
quantitative trait loci for dormancy, tuber shape, regularity
of tuber shape, eye depth and flesh colour in diploid potato
originated from six Solanum species. Plant Breeding 127:
49‒55.
Sree KS, Rajam MV (2015). Genetic engineering strategies for biotic
stress tolerance in plants. In: Bahadur B, Rajam MV, Sahijram L,
Krishnamurthy KV, editors. Plant Biology and Biotechnology,
Vol 2. Berlin, Germany: Springer, pp. 611‒622.
Sreenivasulu N, Sopory S, Kishor PK (2007). Deciphering the
regulatory mechanisms of abiotic stress tolerance in plants by
genomic approaches. Gene 388: 1‒13.

Schäfer-Pregl R, Ritter E, Concilio L, Hesselbach J, Lovatti L,
Walkemeier B, Thelen H, Salamini F, Gebhardt C (1998).
Analysis of quantitative trait loci (QTLs) and quantitative trait
alleles (QTAs) for potato tuber yield and starch content. Theor
Appl Genet 97: 834‒846.

Stiller I, Dulai S, Kondrák M, Tarnai R, Szabó L, Toldi O, Bánfalvi Z
(2008). Effects of drought on water content and photosynthetic
parameters in potato plants expressing the trehalose-6phosphate synthase gene of Saccharomyces cerevisiae. Planta
227: 299‒308.

Schafleitner R, Gaudin A, Rosales ROG, Aliaga CAA, Bonierbale M
(2007). Proline accumulation and real time PCR expression
analysis of genes encoding enzymes of proline metabolism in
relation to drought tolerance in Andean potato. Acta Physiol
Plant 29: 19‒26.

Sun W, Van Montagu M, Verbruggen N (2002). Small heat shock
proteins and stress tolerance in plants. BBA-Gene Struct Expr
1577: 1‒9.

Schmid M, Uhlenhaut NH, Godard F, Demar M, Bressan R, Weigel
D, Lohmann JU (2003). Dissection of floral induction pathways
using global expression analysis. Development 130: 6001‒6012.
Schwarz S, Grande AV, Bujdoso N, Saedler H, Huijser P (2008). The
microRNA regulated SBP-box genes SPL9 and SPL15 control
shoot maturation in Arabidopsis. Plant Mol Bio 67: 183‒195.
Scott GJ, Rosegrant MW, Ringler C (2000). Global projections for
root and tuber crops to the year 2020. Food Policy 25: 561‒597.
Seki M, Umezawa T, Urano K, Shinozaki K (2007). Regulatory
metabolic networks in drought stress responses. Curr Opin
Plant Biol 10: 296‒302.
Shin D, Moon SJ, Han S, Kim BG, Park SR, Lee SK, Yoon HJ, Lee
HE, Kwon HB, Baek D et al. (2011). Expression of StMYB1R-1,
a novel potato single MYB-like domain transcription factor,
increases drought tolerance. Plant Physiol 155: 421‒432.
Silverstone AL, Ciampaglio CN, Sun TP (1998). The Arabidopsis
RGA gene encodes a transcriptional regulator repressing the
gibberellin signal transduction pathway. Plant Cell 10: 155‒169.
Simelton E, Fraser ED, Termansen M, Benton TG, Gosling SN, South
A, Arnell NW, Challinor AJ, Dougill AJ, Forster PM (2012).
The socioeconomics of food crop production and climate
change vulnerability: a global scale quantitative analysis of how
grain crops are sensitive to drought. Food Security 4: 163‒179.
Simko I, Jansky S, Stephenson S, Spooner D (2007). Genetics of
resistance to pests and disease. In: Vreugdenhil D, Bradshaw
J, Gebhardt C, Govers F, Taylor MA, MacKerron DKL, Ross
HA, editors. Potato Biology and Biotechnology: Advances and
Perspectives: Advances and Perspectives. 1st ed. Oxford, UK:
Elsevier Science, pp. 117‒156.
Simmonds N (1971). Potential of potatoes in the tropics. Trop Agr St
Augustine 48: 291‒299.

938

Sun X, Xue B, Jones WT, Rikkerink E, Dunker AK, Uversky VN
(2011). A functionally required unfoldome from the plant
kingdom: intrinsically disordered N-terminal domains of
GRAS proteins are involved in molecular recognition during
plant development. Plant Molecular Bio 77: 205‒223.
Sunkar R, Zhu JK (2004). Novel and stress-regulated microRNAs and
other small RNAs from Arabidopsis. Plant Cell 16: 2001‒2019.
Surekha C, Aruna L, Hossain MA, Wani SH, Neelapu NRR (2015).
Present status and future prospects of transgenic approaches
for salt tolerance in plants/crop plants. In: Wani SH, Hossain
MA, editors. Managing Salt Tolerance in Plants: Molecular and
Genomic Perspectives. New York, NY, USA: CRC Press, pp.
329‒352.
Tang L, Kim MD, Yang KS, Kwon SY, Kim SH, Kim JS, Yun DJ, Kwak
SS, Lee HS (2008). Enhanced tolerance of transgenic potato
plants overexpressing nucleoside diphosphate kinase 2 against
multiple environmental stresses. Transgenic Res 17: 705‒715.
Tang L, Kwon SY, Kim SH, Kim JS, Choi JS, Cho KY, Sung CK, Kwak
SS, Lee HS (2006). Enhanced tolerance of transgenic potato
plants expressing both superoxide dismutase and ascorbate
peroxidase in chloroplasts against oxidative stress and high
temperature. Plant Cell Rep 25: 1380‒1386.
Tang L, Kwon SY, Sung CK, Kwak SS, Lee HS (2004). Selection of
transgenic potato plants expressing both CuZnSOD and APX
in chloroplasts with enhanced tolerance to oxidative stress. J
Plant Biotechnol 31: 109‒113.
Taylor CB (1996). Proline and water deficit: ups, downs, ins, and
outs. Plant Cell 8: 1221.
Thiele G, Theisen K, Bonierbale M, Walker T (2010). Targeting the
poor and hungry with potato science. Potato J 37: 75‒86.
Tuberosa R (2012). Phenotyping for drought tolerance of crops in the
genomics era. Frontiers in Physiology 3: 347.

AKSOY et al. / Turk J Bot
Umezawa T, Fujita M, Fujita Y, Yamaguchi-Shinozaki K, Shinozaki
K (2006). Engineering drought tolerance in plants: discovering
and tailoring genes to unlock the future. Curr Opin Biotech
17: 113‒122.
Uversky VN, Oldfield CJ, Dunker AK (2005). Showing your ID:
intrinsic disorder as an ID for recognition, regulation and cell
signaling. J Mol Recognit 18: 343‒384.
Van Dam J, Kooman P, Struik P (1996). Effects of temperature and
photoperiod on early growth and final number of tubers in
potato (Solanum tuberosum L.). Potato Res 39: 51‒62.
Van Eck HJ, Jacobs JM, Stam P, Ton J, Stiekema WJ, Jacobsen E
(1994). Multiple alleles for tuber shape in diploid potato
detected by qualitative and quantitative genetic analysis using
RFLPs. Genetics 137: 303‒309.
Van Eck HJ, Jacobs JME, Van den Berg PMMM, Stiekema
WJ, Jacobsen E (1994). The inheritance of anthocyanin
pigmentation in potato (Solanum tuberosum L.) and mapping
of tuber skin colour loci using RFLPs. Heredity 73: 410‒421.
Vashisht I, Mishra P, Pal T, Chanumolu S, Singh TR, Chauhan
RS (2015). Mining NGS transcriptomes for miRNAs and
dissecting their role in regulating growth, development, and
secondary metabolites production in different organs of a
medicinal herb, Picrorhiza kurroa. Planta 241: 1255‒1268.

Watkinson JI, Hendricks L, Sioson AA, Vasquez-Robinet C,
Stromberg V, Heath LS, Schuler M, Bohnert HJ, Bonierbale
M, Grene R (2006). Accessions of Solanum tuberosum ssp.
andigena show differences in photosynthetic recovery after
drought stress as reflected in gene expression profiles. Plant Sci
171: 745‒758.
Weigel D, Mott R (2009). The 1001 Genomes Project for Arabidopsis
thaliana. Genome Biol 10: 107.
Werij JS, Kloosterman B, Celis-Gamboa C, de Vos CHR, America
T, Visser RGF, Bachem CWB (2007). Unravelling enzymatic
discoloration in potato through a combined approach of
candidate genes, QTL, and expression analysis. Theor Appl
Genet 115: 245‒252.
Wolf S, Marani A, Rudich J (1990). Effects of temperature and
photoperiod on assimilate partitioning in potato plants. Ann
Bot-London 66: 513‒520.
Wolf S, Marani A, Rudich J (1991). Effect of temperature on
carbohydrate metabolism in potato plants. J Exp Bot 42:
619‒625.
Wright PE, Dyson HJ (1999). Intrinsically unstructured proteins: reassessing the protein structure-function paradigm. J Mol Biol
293: 321‒331.

Vega S, Bamberg J (1995). Screening the US potato collection for
frost hardiness. Am Potato J 72: 13‒21.

Wu G, Park MY, Conway SR, Wang JW, Weigel D, Poethig RS
(2009). The sequential action of miR156 and miR172 regulates
developmental timing in Arabidopsis. Cell 138: 750‒759.

Vereyken IJ, Chupin V, Hoekstra FA, Smeekens SC, de Kruijff B
(2003). The effect of fructan on membrane lipid organization
and dynamics in the dry state. Biophys J 84: 3759‒3766.

Wu G, Poethig RS (2006). Temporal regulation of shoot development
in Arabidopsis thaliana by miR156 and its target SPL3.
Development 133: 3539‒3547.

Voinnet O (2009). Origin, biogenesis, and activity of plant
microRNAs. Cell 136: 669‒687.

Xiaolin S, William TJ, Erik H (2012). GRAS proteins: the versatile
roles of intrinsically disordered proteins in plant signalling.
Biochemical J 442: 1‒12.

Walker T, Thiele G, Suarez V, Crissmann C (2011). Hindsight and
Foresight about Potato Production and Consumption. 1st ed.
Lima, Peru: International Potato Center.
Wang JW, Czech B, Weigel D (2009). miR156-regulated SPL
transcription factors define an endogenous flowering pathway
in Arabidopsis thaliana. Cell 138: 738‒749.
Wang Z, Gerstein M, Snyder M (2009). RNA-Seq: a revolutionary
tool for transcriptomics. Nat Rev Genet 10: 57‒63.
Watanabe K (2015). Potato genetics, genomics, and applications.
Breeding Sci 65: 53‒68.
Waterer D, Benning NT, Wu G, Luo X, Liu X, Gusta M, McHughen
A, Gusta LV (2010). Evaluation of abiotic stress tolerance
of genetically modified potatoes (Solanum tuberosum cv.
Desiree). Mol Breeding 25: 527‒540.
Waters ER, Lee GJ, Vierling E (1996). Evolution, structure and
function of the small heat shock proteins in plants. J Exp Bot
47: 325‒338.
Watkinson JI, Hendricks L, Sioson AA, Heath LS, Bohnert HJ,
Grene R (2008). Tuber development phenotypes in adapted
and acclimated, drought-stressed Solanum tuberosum ssp.
andigena have distinct expression profiles of genes associated
with carbon metabolism. Plant Physiol Bioch 46: 34‒45.

Xie F, Frazier TP, Zhang B (2011). Identification, characterization
and expression analysis of microRNAs and their targets in the
potato (Solanum tuberosum). Gene 473: 8‒22.
Xie K, Wu C, Xiong L (2006). Genomic organization, differential
expression, and interaction of SQUAMOSA promoter-bindinglike transcription factors and microRNA156 in rice. Plant
Physiol 142: 280‒293.
Xin M, Wang Y, Yao Y, Xie C, Peng H, Ni Z, Sun Q (2010). Diverse
set of microRNAs are responsive to powdery mildew infection
and heat stress in wheat (Triticum aestivum L.). BMC Plant Biol
10: 123.
Xu Q, He Q, Li S, Tian Z (2014). Molecular characterization of
StNAC2 in potato and its overexpression confers drought and
salt tolerance. Acta Physiol Plant 36: 1841‒1851.
Xu T, Wang Y, Liu X, Lv S, Feng C, Qi M, Li T (2015). Small RNA and
degradome sequencing reveals microRNAs and their targets
involved in tomato pedicel abscission. Planta 242: 963‒984.
Yang J, Zhang N, Ma C, Qu Y, Si H, Wang D (2013). Prediction and
verification of microRNAs related to proline accumulation
under drought stress in potato. Comput Biol Chem 46: 48‒54.

939

AKSOY et al. / Turk J Bot
Yang J, Zhang N, Mi X, Wu L, Ma R, Zhu X, Yao L, Jin X, Si H, Wang
D (2014). Identification of miR159s and their target genes and
expression analysis under drought stress in potato. Comput
Biol Chem 53: 204‒213.

Zhang N, Yang J, Wang Z, Wen Y, Wang J, He W, Liu B, Si H, Wang
D (2014). Identification of novel and conserved microRNAs
related to drought stress in potato by deep sequencing. PLoS
One 9: e95489.

Yeo ET, Kwon HB, Han SE, Lee JT, Ryu JC, Byu M (2000). Genetic
engineering of drought resistant potato plants by introduction
of the trehalose-6-phosphate synthase (TPS1) gene from
Saccharomyces cerevisiae. Mol Cells 10: 263‒268.

Zhang R, Marshall D, Bryan GJ, Hornyik C (2013). Identification and
characterization of miRNA transcriptome in potato by highthroughput sequencing. PLoS One 8: e57233.

Youm JW, Jeon JH, Choi D, Yi SY, Joung H, Kim HS (2008). Ectopic
expression of pepper CaPF1 in potato enhances multiple
stresses tolerance and delays initiation of in vitro tuberization.
Planta 228: 701‒708.
Yuan BZ, Nishiyama S, Kang Y (2003). Effects of different irrigation
regimes on the growth and yield of drip-irrigated potato. Agr
Water Manage 63: 153‒167.
Zhang B, Horvath S (2005). A general framework for weighted gene
co-expression network analysis. Stat Appl Genet Mo B 4: 17.
Zhang N, Si HJ, Wen G, Du HH, Liu BL, Wang D (2011). Enhanced
drought and salinity tolerance in transgenic potato plants with
a BADH gene from spinach. Plant Biotechnol Rep 5: 71‒77.

940

Zhang W, Luo Y, Gong X, Zeng W, Li S (2009). Computational
identification of 48 potato microRNAs and their targets.
Comput Biol Chem 33: 84‒93.
Zhou L, Liu Y, Liu Z, Kong D, Duan M, Luo L (2010). Genome-wide
identification and analysis of drought-responsive microRNAs
in Oryza sativa. J Exp Bot 61: 4157‒4168.
Zhu JK (2002). Salt and drought stress signal transduction in plants.
Annu Rev Plant Biol 53: 247‒273.

